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B Hacrosimee Bpemst y 6aKTepuii BEIACSIOT IEBITH CUCTEM CEKpelIMM OSJIKOB Yyepe3 KIeTOUYHbIe MeMOpa-
Hbl, CYLLIECTBEHHO pa3jiMyarolIrecs Mo CJI0XKHOCTU (PYHKLMOHUPOBaHUS. BOJBIIMHCTBO JaHHBIX O TAKUX
cucTeMax ITOJIy9eHO Ha IMaToreHax XKMBOTHEIX, TOrAa Kak (hUTOoIaToreHaM, M, TeM 0ojiee, MyTyaaIuCTIIe-
CKUM BUJaM OaKTEpUi MOCBSIUEHBI JUILIb OTAEJAbHbIC PA0OTHI, HE Jalollre OOLIEero NpeacTaBJIeHUsI 00 UX
pOJIM B peai3allii BUPYJICHTHOCTH, a TAaKKE MX CXOJCTBE M Pa3INIMsIX C aHAJIOTMYHBIMUA CUCTEMaMU y
OakTepuaibHBIX ITATOTE€HOB XUBOTHBIX. B 0030pe npeacTaBieHO COBPEMEHHOE COCTOSIHME UCCIeI0BaHMIA
O CTPYKTYPHBIX ¥ (DYHKIIMOHAIBHBIX OCOOCHHOCTSIX CUCTEM CeKpelnr (PUTOIIATOI€HOB 1 MYTYaJICTOB, a
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Bce nmpokaproThl HE3aBUCUMO OT UX CTPYKTYPHBIX
0COOEHHOCTE! M CIleMaIn3alliid CEKPETUPYIOT OeI-
KM 4epe3 KIIeToYyHble MeMOpaHHsl [ 1, 2]. [list 6akTepuii
9TOT MPOLIECC BaXKeH, TaK KaK 3HAYNTEIbHOE KOJIMIe-
CTBO 1X OCJIKOB, B TOM YMCJIe OOJILITMHCTBO (paKTOPOB
BUPYJEHTHOCTH JIOKAJIM30BaHbl BHE LIUTOILIA3MHI [3].
B Hacrosiiiee Bpemsi y 6akTepuii BBIAEISIOT ACBSTH
CHUCTEM CEKPELMHU, CYIIIECTBEHHO pa3IMJaloIInecs I10
CTPYKTYpe U CIOXHOCTU (DYHKIIMOHUPOBaHUA [2, 4].
Ha puc. 1 n300pakeHbl OCHOBHbIE KOMIIOHEHTHI CEMU
CUTHAJIBHBIX CHUCTEM, MOCKOJIbKY TOJIBKO OHM ITOKa
OOHapyXeHHbI Y (PUTONATOTCHOB U MYTYaJIMUCTOB.

OCHOBHbIE UCCIEIOBaHMS OaKTepPUAJIbHBIX CUCTEM
CEKpelMU BBITIOTHEHBI Ha ITaTOreHaxX XKMBOTHBIX [ 3], u
9TO BIMOJIHE OOBSICHUMO, MOCKOJIbKY IMO3HAHUE MeXa-
HU3MOB NATOI€HHOCTH ITO3BOJISIET HAXOOUTh HOBBIE
cpencTBa 00pbObl ¢ HUMU. B ToXXe BpeMsi COOTBETCTBY-
IOIIIE€ CUCTEMbI TpaHCIOpTa (hbaKTOPOB BUPYJICHTHO-
CTH (PUTONATOTCHOB M MYTYAJIMCTUYECKMX OaKTepHit
WU3y4eHbl 3HAYUTEIBbHO XYK€, U M MOCBSIIEHBI JIMIIb
OTJEeJIbHBIE paboTHI |5, 6], He HaroLIKe PEACTABIECHUS
O POJIM CUCTEM CEKpPELIMM B peajn3alii BUPYJICHT-
HOCTH ITaTOI'€HOB PaCTeHUI, X CXOJICTBE U Pa3Indl-
SIX C aHAJIOTUYHBIMU CUCTEMaMU XXUBOTHBIX. XOTS 110
HEKOTOPBIM TaHHBIM, HECMOTpPsI Ha HMPUHLIMINUATIb-
HbI€ pa3jInyus B CielaIn3aliii, MEXIy CUCTEMaMU
CeKpeLuU TTaTOTeHOB XXMBOTHBIX U paCTeHU I UMEIOT-
cs1 4yepThl cxoacTBa. Tak, moka3aHo, 4To 6eku lipB,
lipC u lipD, nipencrasisiolie KOMIOHEHThI CUCTE-
MBI CeKpelMHy JIMNa3bl IaToreHa 4ejioBeKa Serratia
marcescens 1 KomnoHeHTHI PrtD, PrtE u PrtF tpanc-

MopTepa METAJLIONPOTEa3bl GPUTONMATOTEHHOM OaKTe-
puu Ewinia chrysanthemi XxapakTepu3yrTCsl BBICOKOI
cTeneHbro romonoruu (45—55%) [7].

baxktepuasibHble CUCTEMbI CEKPELIMU pa3inyaroT-
CS1 KaK I10 CTeNEeHU CJIOXKHOCTU, TaK 1 MO BUJaM CEK-
peTupyeMbix OejakoB (cyOoctpaToB). Elle B Hauale
2000 rr. mpu3HaBajJoCh CYILLIECTBOBAHMUE TOJBKO IISITU
TUIIOB CEKpeTOpHEIX cucTeM [8—10], a B HacrosIee
BpeMsI TOJIYUUIIU 9KCIEPUMEHTAIbHOE MOATBEPXKIe-
Hue cucteMbl cekpeunu VI—IX tumos [11, 12].

Tpu U3 1eBITU CUCTEM OTHOCSITCS K IBYX2TAlTHBIM
(vnu aByxiaroBbiM). [1epBbliit aTanm Takoi ceKpelnmn
BKJIIOUAET TMEePeHOC TMpeaHA3HAYEHHOIo ISl CeKpe-
1K 6e1Ka U3 HUTOIIa3Mbl OaKTEPUATbHOU KJIETKU B
rnepuniazMaTiiecKoe mpocTpaHcTBo. st ero ocy-
ILIECTBJIEHUST y OaKTepUil CyliecTByeT J1Ba MeXaHW3-
Ma. OavMH M3 HUX Ha3BaH JBYaprUWHUHOBBIM MyTeM
(TAT, ot pathway two-arginine translocation), BTo-
poit — Sec-1yTh (OT secretory — cekpeuusi) [13—15].

O06a 5TH MyTH MepeMelleHUsT OeJTKOB yepe3 MeM-
OpaHbl (YHKIHMOHUPYIOT B KJIETKaX MUKPOOPraHU3-
MOB BCEX YPOBHEH KJIETOYHOI OpraHM3alliu, II0-
CKOJIBKY COOTBETCTBYIOIIME UM O€JIKM OOHapY>KEHbI
y apxeit, oy0aKTepHii 1 3yKapuoT. Sec-IyTh MpeaHa-
3HAYEH JJIS1 TpaHCITOpTa OSJIKOB, HE MPOIIEAIINX IO~
CTTPAHCJISIIUOHHBIN (DOJIUHT, B TO BpeMst Kak TAT-
nyTh oOecHeYyMBaeT IIPOBEACHUE 4Yepe3 MeMOpaHy
TOJILKO O€JIKOB, ITOJHOCTBIO IPUHSIBIINX KOH(OP-
MalLUIO, XapaKTEPHYIO IJIsI X aKTUBHOMN MopMbl [16].
V apxeit M rpaMITOJIOXUTEIBHBIX OaKkTepuii Sec- u
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Puc. 1. YripouieHHbIe cxeMbl 7 cUCTEM ceKpelinu 6akrepuii: MX — MmemOpaHa KJieTku xo3siuHa, HM — HapyxxHasi MeMOpaHa,
BM — BHyTpeHHsIs1 MeMOpaHa, MM — mukpomeMbpaHa, BHM — 6eyok HapyHoi1 memOopaHbl, MBC — MeMOpaHHBII 6e710K
ciustHust, AT®@aza SecA — AT®a3za SecA-cekperopHoro rmytu, AT®aza ClpB — AT®a3a T6SS, Rv3871 u Rv3868 — mranepoHsl

1 Omp85 — 6eIoK BHENIHe MeMOpaHbl OaKTepuii.

TAT-nytn 00ecIeYnMBalOT BBIBEIEHUE HEKOTOPBIX
GEJIKOB HETIOCPEACTBEHHO B OKPYXKAIOIIYyIO cpeny. Y
TpaMOTPHUIIATEIILHBIX OaKTepuit OHU (PYHKIIMOHUPY-
IOT KaK HavyaJlbHbI€ 3TaIlbl IBYXCTYIIEHUATO CHUCTe-
MBI CEKPELIMU, K KOTOPbIM OTHOCATCA CHUCTEMbI 2

(T2SS), 5 (T5SS) u 9 (T9SS) Tunos [§—10].

Sec-nyTh obecIieunBaeTCs LIMTOILIAa3MaTUIECKIM
0esIKoM SecA M MHTerpMpPOBAaHHBIMU B IIMTOILIa3Ma-
THYecKyro MeMopaHy oenkamu SecY, SecE, SecG n
SecDF [15, 17, 18]. benku, nipenHa3zHauyeHHBIC IJIST
TpaHCIIOpTa TAKMM IyTeM, UMEIOT B KayecTBe N-KOH-
LICBOi1 CUTHAJILHYIO ITOCIEA0BATEeIbHOCTD, C KOTOPOIA
ellle BO BpeMsI TPAHCISILIUM CBI3bIBaeTCS OEJIOK SecA.
Jlamee SecA-0eTOK caMOCTOSITEIbHO MM C TIOMO-
mpo Oenka-manepoHa SecB (3ToT 1IamepoH uc-
MOJIb3YETCSI HEKOTOPBhIMU OCIKaMU IJIsl IPEeIOTBpa-
LLIEHUSI CBOpaYMBaHUSI TOTOBOIT O€JIKOBOM LIETTY B Ha-
TUBHYIO CTPYKTYpPY) HOCTaB/ISICT HAIIPaBJISIOLIUIACS
Ha ceKpelnIo 6eJI0K K TOMY MeCTY BHYTpEHHEN MeM-
OpaHHI, rae HaxongaTcs 6enku SecY, SecE u SecG. On
TMIPUKPETIISIET CEKPEeTUPYEMBIN OSJIOK K 0eIKy SecY n

MMPUKIIAAHAA BUOXUMUA U MUKPOBUOJIOTUA

OIHOBPEMEHHO DHEPreTUYECKU 0OeCHeynBaeT IIpo-
ecc TpaHCIOKAIUM, ITIOCKOIbKY obtamaeT ATd-a3-
HOI aKTUBHOCTHIO. TpaHCIOIMpyeMBbIii OeJI0K yepe3
obpaszoBaHHyio Oenkamu SecY, SecE um SecG mopy
rnepeMelaeTcsl B IMEpUILIa3MaTUYECKOe MPOCTpPaH-
CTBO, Y CIlelIMaJIbHasl IIeNTHaa3a OTIIEIUISIET OT HETO
CUTHAJIbHYIO MOCJEN0BaTeIbHOCTh, IIOCIIE Yero
OCBOOOMMBIIUIACS OT CBSI3U C MEMOpPaHOIi GEJI0K MO-
XKET MPUHSITh HATUBHYIO0 KoH(PopMaLuio [19].

V rpaMIToJI0KUTENIbHBIX OaKTepHii TOMUMO OCHOB-
Horo Sec-1yTu Obljla 0OOHapy>KeHa ero pa3HOBUIHOCTb,
TaKk Has3biBacMblii ExPortal, KOTOpbIii IIpencTaBisieT
Cco00l1 YHMKaIbHBIA ONVMHOYHBIN MUKPOIOMEH Kile-
touHoii MeMOpanbl [20]. Ha mpumepe Streptococcus
pyogenes ObLIO oKa3aHo, yTo ExPortal hyHkimonupy-
€T KaK CaMOCTOsITe/IbHAsl OopraHesuia, KOOPAUHUPYIO-
I1as1 B3aMMOJICIICTBUS MEXIy BO3HUKAIOIIUMU BHOBb
¥ HE IpOoLIeAIINMU (POIIVHT CeKPEeTUPYyeMbIMU OeJI-
KaMU U CBSI3aHHBIMM C MeMOpaHOii marnepoHamu. B
cBs3u ¢ atuM Oestok HtrA (DegP), asisiommiics 1mo-
BEPXHOCTHBIM 3asIKOPEHHBIM aKCECCOPHBIM (DaKTO-
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pPOM, HEOOXOIUMBIM IJISI CO3PEBAaHUS LCTEUHOBOIA
npoteassl SpeB, JokammM3yercss MCKIIOUYMTEIBHO B
ExPortal. B Lactococcus lactis njist 06pabOTKHU ceKpe-
TUPYEMBIX IIPOOEJIKOB M IS CO3pEeBaHUS MX HATUB-
HBIX (pOpM MCITONB3yeTCsS SOAMHCTBEHHAsI BHEKJIC-
TOUHas nmporea3a HtrA, oTBeTcTBeHHas 3a Aerpaga-
N0 aHOMAaJbHBIX OeKOB [21]. MyTanuu, KOoTophIe
Hapymanu 3akperiieHne HtrA, Ho He ee Iporeas-
HYI0 aKTUBHOCTb, UBMEHSII KUHETUKY CO3peBaHUS
LIUCTEMHOBOM IIpoea3bl SpeB, meMoHcTpUpys, 4TO
JUIs1 ee PYHKIMOHMPOBAHMS BaxKHA JTOKaIM3alus Ha
ExPortal. Dt™m manHbple mokaspiBaroT, 4to ExPortal
obecrieunBaeT MEXaHU3M, C ITIOMOIIBIO KOTOPOTO IpaM-
MOJIOXKUTEJIbHbIE OaKTepUM MOTYT KOOPIUHUPOBATH
CEeKpeLMIo OSJTKOB 1 MX MOCJIEAYIOLINI OOTreHe3 B OT-
CYTCTBUE CIIELUAIM3MPOBAHHOIO KOMITAPTMEHTA ISt
¢onnunra 6enkos [20].

TAT-nyTtb. TAT-11yTH peanusyercs o OeJIKOB, y
KOTOPBIX B CUTHAJIbHOM MOCJIET0BATEIBHOCTH, TAKXKE
pacIiojiokeHHOM B N-KOHIIEBOI1 YaCTU, UMEETCS Xa-
pakTepHOe coYeTaHUe aMUHOKMCIOTHBIX OCTAaTKOB C
nBymsi octatkamu apruHuHa: S/TRRXFLK (cieBa
HaIlpaBO: OCTAaTKM CepUHA WJIM TPEOHUHA, IBA OCTaT-
Ka aprMHUHA, OCTaTOK JI000M aMUHOKHUCIIOTHI, (he-
HUWJIaJaHWHA, JeHnHa 1 anu3nHa). Kak yxxe yrmoMu-
Hayoch, yepe3d TAT-cucrteMy mpoBOAsITCSI OCJIKU B
CBOEI OKOHYaTEeIbHOM KOH(OpMalIMK, 1 Yallle BCero
3TO O€JIKU, BKIIIOYAIONIre HEOCIKOBBIII KOMIIOHEHT,
HaIpuMep, coliepXKaliuii MeTaIbl-KodaKkTopkl. I1o-
3TOMY KaHal, KoTopbelii ¢opmupyetr TAT-cucrema B
MeMOpaHe, UMeeT JUaMeTp, TTO3BOJISIONINNA TIPONTH
GeJIKaM C MoTepeyHbIMU pa3Mepamu okosio 70 A, To-
ra Kak mopa B Sec-MyTU UMeeT NuaMeTp, COOTBET-
CTBYIOLIMI TOJIIIIMHE O-CIPaAIU OEJIKOBOI MOJIEKY-
61 okouto 12 A [22]. st hopMHUPOBaHUS LIMPOKOTO
KaHajda OOBEeOUHSIIOTCS HECKOJBKO IEeCITKOB MOJIe-
Kyn 6enka TatA, KoTopble IepBOHAYAITBHO BCTPOCHBI
B MeMOpaHy Kak OTJlieJibHble CyObenuHUIIbI. B Toxe
BpeMsl MPU BBIBEACHUHN B TepUILIaZMy Mo Sec-MyTu
OeJiKa, He TIPUHSBILIETO OKOHYATEJIbHYI0 KOH(popMa-
LIAI0, JOCTATOYHO IIPUCYTCTBUS B MEMOpaHe TprUMe-
pa u3 6enkoB SecY, SecE 1 SecG [2]. O cymiecTBeH-
Hoit ponn TAT u Sec-cucreM B XM3HEIESITCILHOCTH
¢GUTONAaTOreHOB CBUAETENbCTBYET TOT (DAKT, YTO MY-
TallMU B 3TUX CHUCTeMax dKcIopTa 0eaKoB y P. syrin-
gae, Ralstonia solanacearum, Xanthomonas oryzae n
Agrobacterium tumefaciens TpUBOAWJIN K TMOTEPU MX
BUPYJIEHTHOCTH [2].

Cucrema cekpemyun nepsoro tuna (T1SS). Cpas-
HUTEJIbHBIN aHaJIu3 MOKa3bIBaeT, YTO CUCTEMa CEeK-
peuuu 1, Tak ke, kak cuctema 3 tuna (T3SS), cekpe-
TUpPYeT OeJIKM yepe3 [UTOIIa3MaTUUeCKyI0 U BHEIII-
HIOI0O MeMOpaHBI OaKTepHit 3a ogHY cTamuio [2, 3].
DHepro3aBUCUMbIE CTaauM TIpollecca TpaHCHOpTa
obecnieunBaloT AT®a3bl, BKIIIOYalolUde creuudu-
yeckue ATdD-cBg3pIBalone OCIKU-TPAHCIOKATO-
pol, Ha3BaHHbIe ABC-TpaHcrioprepamu. MHTEepecHO,
yto ABC-06enku SBASIIOTCS KOHCEPBAaTUBHBIMU U
OCYLIECTBJISIIOT TPpaHCMEMOpaHHBI MepeHOC 0O0Jb-
1LIOr0 KOJIMYECTBa CyOCTpaTOB KaK B MPOKAPUOTUYE-
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CKHX, TaK M B 9yKapMOTHYeCKUX KiaeTKax. OHH1, KaK
MPaBUJIO, COCTOST U3 IBYX 3aKPEIJIEHHBIX B MEMOpa-
He TMIpodOOHBIX M ABYX KOHCEPBAaTUBHBIX T'MIPO-
¢unbHbIX AT®-CBI3BIBAIOLINX JTOMEHOB, KOTOpPEIC
MOTYT OBITh YaCTSIMU KaK OJHOTO, TaK 1 HECKOJIbKMX
OTIEJIbHBIX MOJUIIEIITUAOB. boNnbIIMHCTBO OaKTepur-
abHbIX ABC-TpaHCIIOPTHBIX CUCTEM BKJIIOYAET B Ce-
Od pa3an4HBbIE NOMOJHUTENbHBIE Ocaku. OmuH u3
Hux — MFP (membrane fusion protein), obecrieun-
BaeT CIAMSHUE LIUTOIUIAa3MATUYECKON M HapyKHOM
MeMOpaH, 1 ¢aKTUIeCK o0pa3yeT KaHall, Yepe3 KO-
TOPBIIA TPAHCIIOPTUPYETCSI CEKPETHUPYEMbINA OElIOoK,
npyroii — OMP (outer membrane protein), Tak Ha3bI-
BaeMblii Oenok-liBeiinap (gatekeeper), JoKaiIM30-
BaHHbII BO BHellTHel MeMOpaHe. Ero dhyHKIue 8-
JISIETCS CO3IaHNUE CEKPETOPHOI0O MEMOPAHHOTIO KaHa-
JIa ¥ ero 3aKpbITHE B OTCYTCTBHE cyocTpata [23, 24].

DKCNEepUMEHTBI MO CeKPELMKU (l-TeMOJIM3MHA Ha
mopenbHoit E. coli mokaswiBatoT, yTo ABC-TpaHCc-
noptep 1 MFP accouuupylotcs elie 10 CBSI3bIBaHUS
¢ cybcTpaToM, a mpHKpeIUIeHne cyOcTpara K 3TOMY
KOMILIeKCY nHayuupyeT KoHTakT MFP ¢ OMP. Bt0
COENMHEHNE SIBISICTCS OOpaTMMBIM M Pa3pyllIacTcCs
cpasy 1ocJje 3KCIopTa cyocTtpata. DHepTrus TUIPO-
ym3a AT® nocpenctsom ABC-tpaHcniopTepa pacxo-
JlyeTCsl TOJbKO Ha TpaHCJOKallMI0 cydcTpaTa U He
TpeOyeTcs IJIs1 CBSI3BIBAHMSI CyOCTpaTa WK aJist cOop-
KM KoMIDIeKca [25]. B paMkax riepBoif CICTeMBI ceK-
peunu GYHKIIMOHUPYET HECKOJBKO X Pa3HOBUIHO-
creii. Tak moka3zaHo, 4TO y a30T(hUKCHUPYIOLIETO MUK~
pocuMOroHTa 6000BbIX R. leguminosarum bv. viciae,
(GYHKIIMOHUPYIOT YETHIpE Pa3IUIHbIX BUIa CUCTEMBbI
cexkpeunu I Tuna [6]. ODUH U3 HUX COCTOUT U3 TPeX
komnoHeHTOB TolC, HlyD u HlyB. benok TolC saB-
nsietcs aHaigorom OMP no1g skcropra -reMoJIM3nHa
W TIpeNCTaBiIsieT co00i TPUMEPHBIM KOMILIEKC, pac-
MOJIOXXEHHBIN BO BHeIllIHelr MemOpaHe. IIpenmnonara-
€TCsl, YTO OH UMEET O-CKJIaayaThlii MeMOpaHHBbIM 10-
M€EH ¢ ruapodmibHo C-KOHIIEBOM 00JIaCThIO, PacIio-
JIOXKEHHBIII B MEPUIIIa3MaTUYECKOM IIPOCTPAaHCTBE
[25]. TIlepnminasmatnueckuii MFP, anamorom kotopo-
ro sseisietcss HlyD, Takke mpeacraBisieT co00if Tpu-
Mep U B3auMopaeicTtByeT kKak ¢ OMP, tak 1 ¢ ABC-
TpaHCHOPTEPOM, POJIb KOTOporo BeinmoiHsieT HlyB.
HlyD conepxut KopoTkuii ruapodibHbI N-KOH-
LIEBOM NOMEH, 3asIKOPEHHBbIA BO BHYTPEHHEU MeM-
OpaHe, BKJIIOYaromuii okojo 150 aMMHOKMCIOTHBIX
OCTaTKOB, KPYITHBIN TUAPOMOOHBIN TOMEH, pacIio-
JIOXXEHHBIH B TIepUILIa3Me, BKIIIOUAIOIIN 275 aMUHO-
KUCJIOTHBIX OCTaTKOB, 1 C-KOHIIEBOI1 JOMEH, TakxKe
comepKaiuii 275 aMUHOKHUCIOTHBIX OCTaTKOB [26].
Tounas cTpykrypa HlyB moka He ycraHoBIlIeHa, HO
MPEeAIoaaraeTcsi, YT0 OH COCTOUT U3 BOCBMU JIOME-
HOB. /IBa 13 HUX pacItooXeHbI B N-KOHIIEBOM 00Ja-
CTH, U LIIECTh — B LIEHTpaJIbHOI ruapo¢oOHoit 001a-
ctu. Takke B R. leguminosarum bv. viciae mitamm 3841
OBLT OOHApYKEH OEJTOK, HEOOXOAUMBIH TSI Tpo1ecca
Honysiun, NodQO, KOTOpbIii CeKpEeTUPYETCS C I10-
mombio T1SS u kogupyetcst reHoM prsDE [6]. MyTta-
nus B fatC, KoTopass KOTUPYET Sec-He3aBUCHUMYIO
Ne 2
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TpaHcoKa3y 6enka B R. leguminosarum, mpogyuupy-
€T TOJILKO Oelrbie, He GUKCUPYIOIINE a30T KITyOeHBKH
Ipy UHOKyJstuuu Pisum sativum [6].

M3ydeHue cexpenny reMoIIpoTerHa IaToTreHa Je-
JIoBeKa Serratia marcescens 1 METAJLIONIPOTEa3bl OAK-
TEPUATLHOTO BO30YIUTEIISI MSITKOM THUJIM pacTeHUMN
Erwinia chrysanthemi yka3bIBaeT Ha CyIlleCTBOBaHUE
elle ogHoM Mmoaesn 1 cucteMbl cekpenyu. CornacHo
atoii cucteMe ABC-tpancrioprep u MFP He cBSI3bI-
BaloTCsI mepen 3aKkperuieHrueM cyocrpara. CyocTpar B
nepBylo ouyepenb cBs3biBaeTcs: ¢ ABC-TpaHcmopre-
poM, a 3aTeM 00pa30BaBIIMIICI KOMILJIEKC aCCOLIMU-
pyetcst ¢ MFP, 1 ToJIbKO ITOTOM ITPOUCXOJIUT CBSI3bI-
BaHue ¢ OMP, mocJie yero mpoTeKaeT ceKpeuus cyo-
crpara [25].

B To Xe BpeMms TokazaHO, YTO HE BCe KOMOWHa-
LM MEXIY KOMIIOHEHTaMU TMOPUIHBIX CEKPEeTOp-
HBIX CHUCTEeM SIBJISIIOTCS akTuBHEIMU. Tak, HasE dop-
MUpYyeT aKTuBHBIE aKcropTephl U ¢ PrtF, u ¢ TolC,
torma Kak PrtE MoxkeT popmMupoBaTh aKTUBHBIIT 5KC-
noptep Toabko ¢ PrtF, Ho He ¢ TolC. UccaenoBanus
3TUX MYJIbTUOEITKOBBIX KOMILIEKCOB i1 Vitro TIOATBEP-
JIVJIA CYILIECTBOBAaHKE HEKOTOPBIX (PYHKIIMOHAIBHBIX
paznnunii Mmexny HasE u PrtE. Y cumGuotuueckoro
aszordukcaropa pacteHuii R. leguminosarum B cpeny
pocTa cekpeTupyoTcs 14 cyOCcTpaToB, XapaKTepHBIX
st I Tuna. OHM He UMEIOT CUTHaJIbHBIX N-KOHIIe-
BBIX MOCJeA0BaTeIbHOCTE. BMeCTO HMX HUMEIOTCS
C-KOHIIEeBbIE CEKPETOPHBIE CUTHAJIBI, PACTIOIOXKEH-
HBle B mOpedenax nociaeaHux 60 aMUHOKUCIOTHBIX
OCTaTKOB, BIEpBhle OOHApPY:KEHHBIX B MOJEKYJe
o-remonu3uHa [27, 28]. Beuto ycTtaHOBIEHO, 4TO
HanMeHbIass C-KOHIIeBas IOCIeI0BaTeIbHOCTh
npoteasbl PrtG Bo30ynuTessi MSITKOM THUJIM pacTe-
Huii E. chrysanthemi, no3Bosioniast HadaTh 3 dek-
TUBHYIO CEKPELIMIO, COICPXKUT e¢ IToCaeIHNuE 29 aMu-
HOKMCJIOTHBIX OCTaTKOB. OmHAaKO HU3Kas1, HO, BCE K€
CYILIECTBEHHAsI CEKPELIMSI MOXET ObITh MHIYLIMPOBA-
Ha 1 TTOCAeAHUMM 15 aMMHOKUCIOTHBIMM OCTaTKaMU
PrtG [29]. beuio noka3zaHo, yTo C-KOHILIEBasl CUT-
HaJibHasl MOCJeI0BaTeIbHOCTb, COCTOSIIIAST U3 OTPU-
LIATEJILHO 3aps>KeHHBIX aMUHOKHCIOTHBIX OCTAaTKOB,
SIBJISIETCSI KOHCEPBAaTUBHOM MIJISI TOMOJIOTUYHBIX IIPO-
tea3 [30]. CpaBHeHHME ITOCIIENOBATEIBHOCTEN TTOKa-
3aJ10, YTO JIMTA3bl TOXKE UMEIOT CXOIHbBIE C TTpOTeas3a-
Mu C-KOHIIEBbIE TIOCeI0BaTeJIbHOCTU. OaHAKO
CEKPETOPHbIE CUTHAJIBI TTPOTEa3 U pa3IMuHOro poaa
TOKCUHOB pPa3jIMyaloTCs U SBIISIIOTCS cIieuduye-
CKHUMMU, TIPA 3TOM KOMILJIEMEHTALIMS MEXKIY KOMIIO-
HEHTaMMU CHUCTEM CEKpEeLUM 3TUX IBYX CEMEMCTB
OEJIKOB SIBJISIETCSI OU€Hb He3HAUYUTEeIbHOU. TeM He
MeHee, HaJudyue crieuuduyeckoro TpaHCIopTepa
onpenessieT CeKpeluio Jidoro oenka, gaxe gyyxe-
ponHoro [31].

IIpyn usydyeHUU MPOLECCOB CEeKpelUUU OCIKOB
OblJla MoKa3aHa BaxHasl pojib 0CO0OIi o0JyacTu,
pacIioIOXXEeHHOI Ha OOJBIIMHCTBE 3KCIIOPTUPYE-
MBIX CcyOCcTpaToB Bblllle C-KOHIIEBOM CUTHAJIbHOI
mocjaenoBaTeIbHOCTU. bellkn, comepxalire TaKyo
MOCJeI0BaTEeIbHOCTh, MPpUHAIAIEeXaT K CEMEMCTBY
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RTX (Repeats-in-Toxins), KJIaCCUUECKUMM TpEI-
CTaBUTEJISIMU KOTOPBIX SIBJASIOTCS LIUTOJU3UH U Te-
MOJIU3UH MaTOTeHOB XXMBOTHBIX M 4yejgoBeka [32].
AneHUJIaTIMKJIIa3bl, TOKCUHBI, TPOTea3bl U IUMAa3bl,
CeKpeTHpyeMble CUCTEMOI CEeKpellMU MepBOoro TUIa,
MMEIOT TaKylo Xe 00J1aCTh, COCTOSIIYI0 U3 6oratoi
rmiurHoM TtocienoBareabHocTd (GGXGXD), koro-
pasi B 3aBUCHMMOCTH OT OeJjIKa ImoBTopsercs 4—36 pas.
Bo3moxHO, 4yTo G0oraThie TJIMIIMHOM TTOBTOPHI JEii-
CTBYIOT KaK BHYTPEHHME IIAllepOHbI, CIIOCOOCTBYS
JIyd1ieMy pasaeeHuo CEKpEeTOPHOTo CUTHasa v 6eJ-
Ka [31].

Y puso0bwuii ¢ nomouisto T1SS cexpetupyrorest oen-
ku PrsDE, yuacTBytoliie B peryJyisiiiu pocta 6akTepuii
u nepeHoce nod-gakropos, B yactHoctr, NodO [33].
DTOl CUCTEMOI CEeKpeTHMPYIOTCSl DIIIOKaHa3bl, BKIIIO-
YEHHBIE B IPOILIECCUHT OaKTepUATbHBIX K30M0JIMCaXa-
punoB, u 6esKu anre3uu. @epMeHTHI, TMIPOIU3YIOIINE
KJIETOYHYIO CTEHKY PaCTeHWIA, LIEJUTIOIa3bl Y IEKTUHA-
3bl, y R. leguminosarum bv. trifolii n viciae nomnanator
Ha TTOBEPXHOCTh PACTUTENIbHBIX KJIETOK Yepe3 CUCTe-
My cexkperuu 1 tuna [34]. YV Sinorhizobium meliloti
5TUM TyTEM NPOUCXOAUT UHAYKIIUS MPOIYKIIUU TTO-
JuranakTypoHassl [35]. B maToreHese MSTKOi THUIN
D. dadantii 6onbiast ponb ipuHaaiexkut RTX-mporte-
azaM [2]. JIBe U3 HUX CEKPETUPYIOTCS B BUIE 3MMOTeE-
HOB, KOTOpPbIE aKTUBUPYIOTCS MOCJIe ceKpeluu [32].

Cucrema cexkpenuu Broporo tuna (T2SS). Dra cu-
cTeMa CEeKpellH YCTpoeHa yke 0oJjiee CITOXKHO U SIB-
JsieTcsl Sec-3aBUCUMOIA, TIOSTOMY CEKPEInsT ¢ TTIOMO-
IITBIO 3TOTO arTapaTa OCYIIEeCTBIIsIeTCs B aBa 3Tama. [1o-
CKOJIBKY ¢ Tiomompio T2SS cekpermpyercs OOJbIIOE
YHCJIO pa3HOOOPA3HBIX CYOCTpPaTOB, €ro YacTO Ha3bIBa-
10T “ob01mM cekpeTopHbiM nytem” (GSP, General Se-
cretory Pathway).

Ha mepBom aTamne 0e1Ku 3KCIIOPTUPYIOTCS Uyepes
LIMTOIUIa3MaTUYeCKyl0 MeMOpaHy, Jajiee OHM JIMOO
OCTaloOTCsl B MepuIiazMe, JUOO CEeKpeTUpyrTcs ye-
pe3 BHENIHIOI MeMOpaHy MOCPEACTBOM TEPMUHAJb-
HBIX KOMIIOHEHTOB cucTeMbI cekpeunu T2SS [36]. B
COOTBETCTBUM C DTUM pa3inyaloT OEJIKOBbIE KOM-
IUIEKCHI, BCTpOeHHBIEe BO BHyTpeHHI010 (IM) 1 BHe1I-
Hio10 (OM) MeMOpaHbl. OgHako emie Hukoraa T2SS
He Obl1a BM3yaJlM3MpOBaHa B OYMUIIEHHOI dopme,
MOCKOJIBKY €€ OpraHu3alusi HOCUT AUHAMUYECKMIA
xapakTtep. B T2SS Obu1u BolIeIeHBI Y€ ThIpe MYJIBTH -
o6enkoBbIx KoMmIuiekca (T2SS subassemblies), BKiroga-
IOlIME TCEeBAONWIN, KOMILUIEKC BHEIITHUI MeMOpaHbl,
wiaTopMy LIMTOILIa3MaTUYECKOI MeMOpaHBbI U CeK-
petopHyto AT®a3y, KoTopast HaXOAUTCS B LIMTOTLIa3Me
U SBISIETCSI ZN-3aBUCHMbBIM MYJIBTUCYObEAMHUYHbBIM
bepMeHTHBIM KOMILTEKCoM [9, 36]. I1ceBmommm npemn-
CTaBJISIIOT COOOI BOJIOKHUCTBIE CTPYKTYpbl B TEpU-
MJ1a3MaTUYE€CKOM MPOCTPAHCTBE, OHU OOpa30BaHbI
MSATHIO PA3JIMYHBIMU O€JIKaMU-TICEBAONIUIUHAMU U
BKJIIOYAIOT MHOKECTBO KOIMIA OCHOBHOTO TICEBIOITH-
JuHa. Komruieke BHelHeld MeMOpaHbl 0Opa3oBaH B
OCHOBHOM MYJILTUMEPHBIM OEIKOM-CEKPETUHOM [36].
ITnaTdopma muToILIa3MaTHIECKOM MEMOPAHEI SIBJISIET-
¢Sl TeM KOMITOHeHTOM T2SS, KoTophIii obecrieumBaeT
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CTPYKTYPHYIO LIEJIOCTHOCTH TPAHCIOKAILIMOHHOTO KOM-
IJIEKCA M COCTOUT IT0 MEHBIIIE Mepe 13 YEThIPEX MEM-
OpaHHBIX O0enKkoB. OHa B3aMMOICHCTBYET C KOMITJIEK-
COM BHEIIIHE MeMOpaHbI, TICEBIOITISIMU U CEKPETOP-
Hoit AT®a3oii.

Pacrionararommiicss B IMTOIUIA3MAaTUIECKOIT MeM-
OpaHe KaHai1, cocTouT u3 AT®a3n1 — SecA, CUTHAJIbHOM
MEeNTHUIA3bl 1 HECKOJIBKMX 0€JIKOB, BKiIIodarolmx SecD,
SecE, SecF, SecG u SecY. LiuToruiasmMaTudeckuii 1ia-
nepoH SecB TpaHcopTUpyeT ceKpeTUpyeMblii 0eI0K K
sToMy KaHary. CUTHaIbHas IeNTHUAAa3a OTIIETUISIET CUT-
HaJIbHYIO IIOCJIEIOBATEIbHOCTh B CEKPETUPYEMOM OeJI-
Ke, a SecA paciueruiier AT®, 6iaarogaps yeMy OGeI0K
ITOCTYIIACT B IICPUILJIa3MAaTNYCCKOEC MPOCTPAaHCTBO, B
KOTOPOM IIOJ, JEHCTBUEM HEKOTOPHIX IIAIIEpOHOB
peTepreBaeT KOH(MOPMAILMOHHBIE IIePEeCTPOKU,
HeoOXOMMMBbIC IUISI TpaHCIIOpPTa 4Yepe3 HapyXHYIO
MeMOpaHy. Hapsmy ¢ KilTaccuuecKuMH marnepoHaMu
GOIIMHTY CIOCOOCTBYIOT Takke Oenku DsbA m
DsbC, gpasiomuecs aucynbduanzomepaszamu [37].
DOyHKIMS 3TUX OSJIKOB 3aKJII0YaeTCs B 00pa30BaHUM
JIUCYIb(PUIHBIX MOCTUKOB MEXIY OCTaTKaMU LIICTe-
MHa B MOJIEKYJIaX O€JIKOB, KOTOPHIE CTA0MIN3UPYIOT
TPETUIHYIO CTPYKTYPY X HEOOXOIUMBI TSI €T0 (hyHK-
OuoHWpoBaHUs. JuCcynbdUIHBEIE MOCTUKHN 00pa3y-
JOTCSI B TIepUIIJIa3Me ¢ ydacTueM pepMeHTOB DsbA n
DsbC. Ecnu 3penblit 6e10K T0JKEH COAepXKaTh IU-
CcyJab(pUuaHbIC CBSI3U, TO O€3 UX 00pa30BaHUS IO ACH-
crBueM DsbAC cexpenys 3a npeaelibl IIepuILIa3Mbl,
Kak IIpaBWJIO, HeBo3MoxHa. Hanpumep, y ¢urona-
toreHa E. chrysanthemi depmeHT DSbA HeoOxomum
JUISL TIOJIyYEHMST IIOUYTU BCEX CEKPETUPYEMBIX (haKTO-
pOB BUPYJICHTHOCTU, CTAOWJIBHOCTA M CEKpeLUU
LICJITI0/1a3 Y HECKOJILKMX MEKTUHA3, a TaK3Ke ISl pe-
TYJISILUAM TIpoliecca CEKpelMM Ha pa3IMYHBIX YPOB-
HSIX MeTaboau3Ma OT TPAHCKPUIILMH 0 CeKpeluun
oenka [37]. Hampumep, y myTtanTa dsbA skcripeccus
25 reHOB, yYacCTBYIOIIUX B MOTOPUKE U XEMOTAKCUCE,
ObLJIa 3HAYUTEJIbHO yMEHbIIIEeHa, a arejuisspHbIe
OeJIKM OTCYTCTBOBAJIM BOBCE.

Kak oTMmeuasioch paHee, CEKPELIMIO C TIOMOIIbIO
BTOPOU CHUCTEMBI YAaCTO Ha3bIBAIOT OOIIUM CeKpe-
TOPHBIM MyTEM, KOTOPBIi UMeeT HECKOJILKO pa3HO-
BUTHOCTEN, HAa3bIBAEMBbIX “TEPMUHAIbHBIMU BETBSI -
MU OOIIero cekperopHoro Iyru”. Takoil croco0d
CEeKpeLUHr XOPOIIIO UCCIIEOBaH Y MaTOT€HOB XXUBOT-
HBbIX, a Y PACTUTEJIbHBIX MATOT€HOB, HATIPUMED Y IP-
BUHMIA, MOKa3aHO, UYTO BCE T€HbI, KOIUPYIOIIUE
KOMIIOHEHTbl TE€pPMWHAJbHOW BETBU, COOpaHbI B
OIUH KJacTep pasMepoM 13—15 T. 1. H., B KOTOPOM
JIOKaJIM30BaHoO 12—15 TeHOB, MMeEIONINX O0IIee Ha-
3BaHue out unu gsp [38].

B Hacrosiiee BpeMst HeT yCTOSIBIIErocst MHEHUS
0 ToM, Kak pabotaeT annapat GSP. BepositHee Bce-
ro, MHOTOUYMCJIEHHbIE €r0 KOMIIOHEHTHl B3aUMO-
JIEeMCTBYIOT APYT C IPYroM, oopa3yst TpaHCcMeMOpaH-
HYIO CTPYKTYpPY, IIPOCTUPAIOIIYIOCS OT BHYTpEeHHE
CTOPOHBI 1IUMTOIJIa3MaTUUYECKOt MeMOpaHbl uyepe3
MepuIIa3My BIUIOTH A0 BHEITHE MeMOpaHBbI [3].
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M3BecTHO, 4TO TIepBBIM OapbepoM IIPU BCTpede
MaToreHa ¢ pacTeHUEM SIBJISIETCSI pacTUTENbHAs KJie-
TOYHAasI CTEHKa, COCTOSIIAsI U3 MAaTPUILIbI TTOJIMCaXapu-
JIOB, 06eJIKOB U (DeHOJTbHBIX coeauHeHui. [1pn nHdu-
LIMPOBAaHUM BO30YIMTEISIMUA MSTKMX THUJICH pacTe-
HUI, K KOTOPbIM OTHOCSITCS pa3InyHble BUAbl Erwinia,
Dickeya, Pectobacterium, Xanthomonas u Ralstonia, cu-
crema T2SS mcnonb3yercss mist ceKpenn OOIbIIOro
KOJIMYECTBA ILIMPOKOro criekTpa Tumaposnas. Hampu-
Mep, D. dadantii BeAeASIET 110 MEHBILICIT Mepe NEeBITh
Pa3TUYHBIX EKTATIUA3, PACIIETUISIONINX TTOJIUTAIaK-
TypoHat [39]. DTa U30BITOUHOCTb B CEKPETUPYEMbBIX
depMeHTax, BepOsITHO, obecrieumBaeT 3PPEKTUB-
HOCTb MEXaHM3MOB MaToreHHOCTU. ITomumo dep-
MEHTOB, Pa3pyLIAIOIIUX KJIETOYHbIE CTEHKW PACTeHUI,
yepe3 T2SS cekpeTtupylorcs u apyrue 0eJIKoBbie (hak-
TOPHI BUPYJICHTHOCTH (puTomaroreHoB. Tak, E. caroto-
vora subsp. atroseptica [40] cekpetupyet 0eJ0K Svx,
TOMOJIOTMYHBII 0enky AvrXcay X. campestris, 6e3 KO-
TOPOTO HEBO3MOXHO pa3BUTHE THWJIM KapTodes.
CrenyeT OTMETUTh, YTO CUCTEMa CEKpeLMU 2 TUIa
BBICOKO crieruduyHa. HecMoTpst Ha To, 4TO GeJIKu—
KOMITOHEHTBI CEKPETOPHOIO aIlfapaTa OYeHb CXOIHBI
JIPYT C IPYTOM, UX CyOCTpaThl He OyIyT CEKPETUPOBATh-
cs Jazke OJM3KOPOICTBEHHBIMU OakTepusiMu. Tak, Ha-
npuMep, TeKTarauasbl putoraroreHa E. carofovora He
OyoyT CEKpeTUpOBaThCS U3 OJM3KOPOACTBEHHOIO
Buna E. chrysanthemi, HeCMOTpPS Ha TO, UTO CXOJCTBO
GEJIKOB CEKpeTOpHOro ammapata mpesbimaet 90%.
BDTO CBUIETEIBCTBYET O TOM, YTO anmapaT CeKpernuu
COIIEPXKUT KAKOM-TO BUIOCHEIU(PUICCKIIT KOMIIO-
HeHT. [Ipennomnararor, uro y D. dadantii v P. carotov-
orum Ha 3Ty pOJib MOTYT MPETeHA0BAThb crieluduye-
ckue “mpuBpaTHuUKu” O6eaku GSP, OutCGspC u
OutDGspD [37].

Cucrema cekpenuu 3 tHna (SS3T). OnHum us
[JIABHBIX MWHCTPYMEHTOB TMAaTOT€HHBIX I'PaMoOTpHUlla-
TEeJIbHBIX OaKTEepUil SIBASIOTCS OeaKu-3(DdeKTOpHI,
CeKpeTHpyeMble ITPY TIOMOIIM TPAHCIIOPTHOM CUCTe-
MbI TPEThETO TUIIA B KJIETKM pacTeHus-xo3siuHa. Ha-
npumep, y P. syringae, NoaBUIbLI KOTOPOTO Mapa3uTH-
PYIOT Ha IUPOKOM KpPYIe BUIOB pacCTeHUM, ObLIO BbI-
sBiieHo o6oiiee 30 3pdeKTOpHBIX MONIEKYT [41].

M3yuyenue T3SS HaunMHaIOCh ¢ MaToreHa 4ejaoBe-
Ka Yersinia enterocolitica. JIeBSITb T€HOB, KOAUPYIO-
IIUX OEJIKU 3TOM cucTeMbl (0003HaYeHHbIE KaK YSC),
BBICOKO KOHCEPBATUBHbI U UX TOMOJIOTH OOHapyKe-
HbI y BCceX OaKTepuii, IJIs1 KOTOPBIX ONMCaHa CUCTEMA
TpeThero tumna [42, 43]. BoceMb M3 HUX UMEIOT TaKKe
TOMOJIOTHIO C T€HaMM, YYaCTBYIOIIMMU B TIpolieccax
o6paszoBaHusl KXTyTUKOB [44]. CuuTalOT, 4YTO KOAUPYE-
MbI€ TUMM TeHaMU OeJIKU HY>KHbI 151 (hOPMUPOBAHMS
crnenndUYecKoro M HaxonsIerocss BHYTPY KIyTHKa
KaHajla 4epe3 BHYTPEHHIOID MeMOpaHy, KOTOpPbIi
obecrieyrBaeT 3KCIOPT KOMIIOHEHTOB, HEOOXOIUMBIX
JUUTSI TIOCTPOEHMSI COOCTBEHHO KryThKa. OIUH U3 3TUX
0eIKOB cOmepKUT TUMUUYHYIO ATd-CBSI3bIBAIOIILYIO
MOCJIeA0BAaTEILHOCTb W, OUEBUIHO, BOBJIEYEH B Mepe-
JTagy SHepTUH, HEOOXOTMMOM KaK IJIsT COOPKM “ceKpe-
TOPHOI MaIlIMHBI ", TaK 1 IJIT COOCTBEHHO ITpoI1iecca
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cekperanu. benok YscC, He MMEIOIINiIT TOMOJIOTUH C
OenkaMM OMOTeHe3a JKTYTUKOB, TIPEIACTABIISIET COOO0M
TUNWYHBINA cekpeTuH [45]. Cekpeuusi 6e1KOB—3(h-
(GeKTOpoB MPOUCXOAUT 4Yepe3 IIMPHUILETOI00HYIO
CTPYKTYpPY, cocTosiyto U3 20 pa3anyHbIX IO CTPYK-
Type 6enkoB. Ilpu KOHTaKkTe ¢ KJIEeTKON-MUIIEHbIO
OeJIKM1 MOJIMMEPUBYIOTCS U 00pa3yIoT KaHasl, MTPOHU-
3bIBaIOIMiI1 BHYTPEHHIOIO U HApY>KHYIO0 MeMOpaHblI, a
Ha MOBEPXHOCTH (GOPMUPYIOT INTMHHYIO MUISTION00-
Hyto cTpyKTypy. HlnpuienonoOHbI KaHal B 00Ja-
CTM HapyXHO MeMOpaHbl CTaAOMIU3UPYETCS KOJb-
LEeMOI00HOI CTPYKTYpOil ¢ OO0JbIION LIEHTPaTbHOMI
nopoii [45]. OtnmmuuTenbHOM yepToit T3SS aBnsercsa
JIOCTaBKa CEKPETUPYEMBbIX OEJIKOB MPSIMO B KJIETKY-
MUILIEHb, KOTOPYIO HAa3bIBAIOT TAKXKE MHXKEKTOCOMOM
(injectosome), a 3TSS oTHOCSAT K KOHTaKTHOI ceKpe-
v [46].

Korna nnxexrocoma copMupoBaHa, CEKPETUPY-
€Mblii 0EJI0K C CUTHAJIbHBIM TtenTuAoM (20 aMMHOKMC-
JIOTHBIX OCTaTKOB) B N-KOHILIEBOM Y4YacTKe CBsI3bIBa-
€TCsl C LIMTOIJIa3MaTUYECKMM IIIallepOHOM, TpaHC-
noptupyercs no KaHamy SS3T um BIPBICKMBAeTCS B
KJIETKY-MUIIEHb. [I[POHUKHOBEHUE B KJIETKY XO35MHA
yepe3 SS3T compsizkeHO ¢ MOJIHBIM WU YaCTUIHBIM
pa3BopayrBaHUEeM OEJIKOBOM MOJIEKYJIbI, YTO MPEAIo-
JlaraeT ee B3aUMOIECUCTBUE C 1IariepOHaMU XO3siMHa
ISl BOCCTAHOBJIEHUSI CTPYKTYPHOI KOH(bOpMaIiu 1
aKTUBALIMU TJIOOYIIBI [46]. Y pacTeHuii B KauecTBe Ta-
KMX 1IaTIEPOHOB MOTYT BBICTYIATh MENTUAMIIPOINI
LIMCc/TpaHC u3oMepassl [47].

YV GaxkTepuii, B3aUMOACHUCTBYIOIIUX C PACTEHUSI-
M, 6eTKU—3(dekTopsl T3SS M3ydeHs B pa3anIHOM
CTeTIeHU KaK Yy (PUTOIATOTEHHBIX IpeacTaBUTeeH
Pseudomonas, Xanthomonas, Ralstonia u Erwinia [41,
48—50], Tak M1 y CMUMOMOTUYECKMX OaKTepUii, B 4acT-
HOCTHU y pa3inuHbIX BUNOB R. leguminosarum 51, 52].
[TaTorenHsie 1 (puTOIMaTOreHHBIE OAKTEPUM Pa3JIn-
YaloTCd MO KOJIWYECTBY UM OpPraHM3aluu TeHOB
T3SS, uTo 1 6BLIO B3SITO 32 OCHOBY IPU €€ CUCTeMa-
tusauuu. Becero 6110 chOpMUPOBAHO CEMb TUIIOB,
TPU M3 KOTOPBIX MpeACTaBIeHbl B MYTyaJlUCTUYe-
CKUX M (pUTOITATOreHHBIX OaKkTepusx: a — Rhizo y
BUIOB Rhizobia, 6 — Hrp 1 (P. syringae u E. amylovora)
u B — Hrp2 (Xanthomonas spp., R. solanacearum n
Burkholderia spp.) [53].

HecmoTtpst Ha TO, 4TO Kaxkablid Bui, (puTOIIaToreHa
nMeeT cieudraecknii Habop 3¢pPeKTOpOB, KOTOPHIS
MPUHIMIINAIBHO MOXHO Pa3AeivTh Ha ABE OOJIbIIIME
rpynmbl: Avr- u Dsp-6enku (avirulence u disease spe-
cific proteins). Avr-GeJIKu y3HAIOTCSI COOTBETCTBYIO-
UMY OeKaMU PE3UCTEHTHBIX pacTeHuit (R-0enku,
resistans), YTO MPUBOAUT K MHAYKIIWU PEeaKIIMU CBEPX-
gyBcTtBuTebHOCTH (CBY) [54, 55]. Toit xxe cuctemoit
CEKPETUPYIOTCS XeJnepbl—OeIKM, KaK IMpaBujio, HE
Monajapliline B HUTOIIa3My PaCTUTEIbHON KIIETKU,
HO CITIOCOOCTBYIOLLIME TpaHCIoKaluuu 3((PeKTOpPOB.
K uuciy mociaenHUX OTHOCSITCS GoraThle TJIMIIMHOM
XapHUHbBI, KOTOPbIE HE colepKaT OCTaTKM LUCTEHUHA
N SBISIOTCS TEPMOCTAOMJIBHBIMU THUIAPO(GOOHBIMHA
OeJIKaMU, TPAHCHOPTUPYIOIIMMUCS B MEXKIIETOYHOE
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MPOCTPAHCTBO OpraHu3Ma XO3siMHa M, BEpOsITHee
BCEro, U3MEHSIONIMMU TTPOHUIIAEMOCTh MEeMOpaHbl
pPacTUTEJILHOM KJIETKU JJisl 00JIerdeHusl TpaHCIoKa-
1 3hheKTopoB [56].

V E. carotovora ssp. atroseptica ¢ momolbio SS3T
cekperupytorcs xapnuHbl HrpN, HrpW u addek-
TopHbIii 6esok DspE. ITpu atom xapniua HrpW u Ge-
Jnok DspE Eca cekpeTupyroTcs 3a Ipenesibl KJIIETKU U
JIETKO OOHApyKMBAIOTCS B KYJIBTypaJabHOM cpene [57],
Toraa Kak xapnuH HrpJ, xoTs u cekpetupyetcs 3a rpe-
JIeJTbl KJIETKW, HO OCTAeTCs aCCOLIMUPOBAHHBIM C €€ IM0-
BEPXHOCTHBIMU CTPYKTYpPaMHU U B KYJIbTYPaJIBHOI cpefie
He obOHapyxwuBaercs. CoueTaHue XeJIlepHOoro OeJika
HrpN u a¢pipekropa DspE nrpaer BaxkHYIO poJib B 6J10-
KHWPOBaHWU 3alIIUTHOTO CUCTEMHOTO OoTBeTa. [1pu aToM
6en0k DspE siBiisieTcst OCHOBHBIM ASHCTBYIOIINM (Dak-
TOpoM, a xenrepHbIit 0estok HrpN yyacTtByeTt B TpaHc-
snokaumu DspE B kiteTku pacteHuii [58].

Ha ocHOBaHWM TOTO, YTO B KJIETKAX SI0JJOHH OEJIOK
DspE u3 E. amylovora cnocobeH CBSI3BIBATLCS C He-
CKOJIbKUMU MeMOpaHHBIMU pelleNITOPHBIMU KMHA3a-
MU, OBLIO CIeIaHO TPEAIOJIOXEHNE O TOM, YTO aHa-
JIOTUYHOE B3aMMOJIeiCTBHE B KJeTKaxX KapTodes
MOXET HapyIIUTh CUTHAJIBHBIM KacKand, TPUBOMIS-
I K CMATE3Y MeINaTOPOB CUCTEMHOTO OTBETa, YTO
B CBOIO OYepeab CITOCOOCTBYET YCIIELITHOM ITposimde-
paliuu raToreHa B opraHu3Me pacteHus [48].

s mokazaTenabCcTBa TPaHCIOKAIIUM OTIEJIbHBIX
3¢ PEKTOPOB B KIIETKM paCTEHUI OblIla co37aHa OCT-
pOyMHasi KOHCTPYKIIMS, coAepKallias aieHUIaTIuK-
na3Hblii nomeH (Cya) nukiionusuna Bordetella pertus-
sis. OH BBITIOJTHSII POJIb OMOXMMUYECKOTO pernoprepa
TpaHCJIOKallMU OaKTepuabHbIX OEJIKOB B KJIETKU 3Y-
KapuoT U yCIIeITHO TPUMEHSIJICS U151 ToKa3aTeIbCTBa
TpaHcJioKalluu Avr-0ejiIKOB B pacTeHUs] M3 KJIETOK
X. campestris [59] u P. syringae [60]. Tak, AvrPto —
WHTUOUTOP NMPOTEeMHKKUHA3bl, 1 AvrPtoB — yOukBu-
TUH jguraza E3, mogaBisiioT pelenTopHble KUHA3bI
MAMP (microbe-associated molecular patterns) uH-
IyLIMPOBAHHOTO UMMYHUTETA PACTEHUI, UHTUOUPYS
aKTUBHOCTb WM pa3pyliias yepe3 uX yOuKBUTUHUPO-
BaHWE TaKue PelLeNTOPHbIE KMHAa3bl, KaK PELENnTOp-
Has kuHa3a FLS2 ¢umarennmya, kopeenTopHast K-
Ha3a BAKI1 u penentopHas kuHaza xutnHa CERK1
[61]. YcTaHoBIEeHO, 4TO ochorpeonnH maza Ho-
pAll nHaktuBUpyer MAMP kuHazy, Tupo3uH ¢doc-
dataza HopPtoD2 nopasnser peakio CBY, mmcre-
nHoBag mpotea3a AvrRpt2 paspymaer RIN4, 3asgko-
PEHHBIN B IJ1a3MaTUYECKOiT MeMOpaHe apabuoricuca
0eJloK, AEUCTBYIOIUI KaK KIIOUeBOU PEryIsiTOP UM-
MYHMTETa pacTeHuil, a aueTuiTpaHchepasa HopZla
paspylliaeT ceTb PaCTUTEJIbHBIX MUKPOTPYOOUEK U Be-
3UKyl [62]. Y X. campestris pv. vesicatoria 0OHApyKE€HO
19 renos 6enkoB—addexTopon T3SS [47], cpenu KoTo-
PBIX X0poIIo u3BecTeH 3P PeKTOpHEIN 0ea0K AvrBsT,
yjieH ceMelicTBa 6eskoB YopJ/AvrRxv, HalimeHHOTO
KaK y MaTOreHOB XXWBOTHBIX, TaK U y (uTOIaTore-
HOB. OTOT 0eJloK, momnajgasi B [UTOIUIa3My pacTe-
HUSI-XO03MHA, B3aUMOAEUCTBYET C INUPOKUM CHEK-
TpoM O€JIKOB, BKJIIOUAIOIINX aJIbJAETUIIEeTUAPOreHa-
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3y 1 mepua (CaALDH1), heatshock 6enok mepua 70a
(CaHSP70a), cynpeccop G2 aymtenu ofskplmepia
(CaSGT1), xkunazy nepua SNF1(SnRK1) u anietu-
JIMpOBaHHBI Oenok mu3 apabugornicuca (ACIP1).
MexaHM3M TaKOro B3aMMOACHCTBYS TI0KAa3aH Ha IIPU-
Mepe Oenka CaSGTI1, KOTOpEI CBA3BIBACT OTHOBPE-
meHHO AvrBsT u penenrrophyto kunasy (CaPIK1), no-
KaJM30BaHHYIO B IIUTOILIa3Me KJIETOK Iepiia. B pe-
3yJbTaTe MMpoucxoaut pochopunupoBanue AvrBsT
U (popMUpOBaHUE aKTUBHOTO KoMIJieKca AvrBsT—
CaSGT1—CaPIK]1. ¥ ycToituuBbIX COPTOB pacTeHUIA
3TO MPUBOAUT K pa3Butuio peakuun CBY u npyrux
3allIMTHBIX OTBETOB [63, 64]. YV X. campestris pv. vesi-
catoria TakKe BBISIBJICHBI T€HBI TpeX OEIKOB XOpS
(Xanthomonas outer proteins), KOTOpbI€ y4acCTBYIOT B
aJre3uy raToreHa Ha MIOBEPXHOCTU KJIETOK pacTeHUit
u uHayuupytot peakuuo CBY. ['omonoru Takux re-
HOB HaMIeHbI U y IPYrux ¢uronaroreHos [65]. Cne-
IyeT OTMETUTh, YTO HEXO3SMCKHE BUOBI pacTEeHUIA
pearupyioT Ha MHoTHue 3¢ deKTopsl P. syringae daiie
U 060jiee UHTEHCHUBHO, YeM XO3SMCKUEe BUIbI, U TO-
MOJIOTUYHBIE/HE TOMOJOTMYHBIE MO TOCjieA0Ba-
TeABHOCTSIM 3((HEeKTOPHI BHI3BIBAIOT HEKPO3bI B OJI-
HUX U TeX Xe Buaax pacteHuii [50]. Ha ocHoBaHum
9TUX JaHHBIX ObLIO CIIEJIaHO IIPEIIIOJI0KEHIE O TOM,
4TO TakKre 3(PpPEKTOPHI MOTYT B3aUMOJICMICTBOBATh C
OJIMHAKOBBIMU MOJEKYJSIPHBIMU MMILEHSIMU WU
CUTHaAJbHBIMU MYTIMU pacTeHuit [66]. Tak, cpean
n3ydeHHBIX 3ddexkTopoB HopAMI1-1 u3 myraHTa
P. syringae PtoDC3000 BbI3bIBajl HEKPO3 BO BCEX Te-
HOTHUIAaX UCHBITAHHBIX TOMATOB, BKJIIOYasl YyBCTBU-
TeAbHbIN copT mist ProDC3000 [66].

JIOBOJILHO IIOJITO CYMTAJIOCh, 4TO cucteMa SS3T
MIPUCYIIA TOJIBKO IPaMOTPULIATEILHBIM OaKTEepUSIM,
B TO BpeMsI KaK aHAJIOTMYHBIN MEXaHU3M TPaHCIOKa-
M1 (HaKTOPOB BUPYIEHTHOCTU TI'PaMIIOJIOXUTEIb-
HbIX OakTepuit He ObLI U3BECTEH. JIMIIb HeTaBHO Ha
MoOJAEIN “KyJbTypa KepaTMHOLIMTOB—CTPENTOKOKK”
ObLIa MpeajioKeHa cXxeMa TpaHCIOKaluKu (PaKTOPOB
BUPYJIEHTHOCTHU B 3yKapUOTUIEeCKHe KIIeTKU. I1o Me-
XaHU3MY ASMCTBMSI OHa ObLIa Ha3BaHA “ILIMTOJIM3UH
onocpenoBaHHOM TpaHcaokauuein” [67]. IToka3aHo,
YTO B IMTOIJIa3MaTUYECKON MeMOpaHe CTPENTOKOK-
KOB ITOMHMMO OOIIIEro CEKpPETOPHOro myTH (Sec) ¢ 1mo-
MoIbIo cTpenToan3nHa O ¢popMUPYIOTCS IOPHI I1a-
MeTpoM 10 30 HM, 4yepe3 KOTOpbIE OCYILIECTBISCTCS
TpaHCOOPT 3P (PEKTOPHBIX MOJIEKYJI HEIIOCPEICTBEH -
HO B 9YKAapUOTUYECKYIO KJIETKY. DTa KOHCTPYKIIUS
BBOJIUT, 10 MEHbIIIEi Mepe, OMUH (haKTOp BUPYJICHT-
Hoctu, HAJl-rnukoruaponasy (SPN), B uuTorjiasmy
KepaTUHOLMTOB [68]. UTOOBI cO3AaTh ITOPHI, HEOOX0-
IouMmble st TpaHcnokauuu SPN, npyroit 6esok,
SLO, cHavana cekpetupyetcs 1o mytu Sec. SLO saB-
JISIETCSI WIEHOM KJlacca TOKCMHOB, Ha3bIBA€MBIX XOJIE-
crepuH-3aBUCUMBbIMU 1IUTOM3MHaMu (CDC), koTo-
pbI€ CBSI3BIBAIOT XOJIECTEPUH Ha TIOBEPXHOCTHU SYKapU-
OTUYECKMX KJIETOK W BHEIPSIIOTCSI B MX MEMOpaHHI,
co3naBas opkl. [Tocie o6pazoBaHMs TOP C IIOMOIIIBLIO
SLO 6enok SPN TpaHcnonypyercst yepe3 Ira3MaTh-
YeCKyl0 MeMOpaHy B 9YKapUOTUYECKYIO KIIETKY TaKKe
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¢ noMotibio Sec. Kak ToJIbKO OH JOCTUTAET IIUTO30JISI
KJIETKU XO35IMHA, TO PacCIIeIUISIeT NIMKO3UIHYIO CBSI3b
B-NAD+ ¢ o6pasoBaHueM HuUKOTMHamuma u AJlD-
pubO3bI, MOIITHOTO BTOPUYHOTO MECCEHIKepa, TEM Ca-
MBbIM HapyIilasi HOpMaJbHbIe KJIeTOYHbIe (PyHKUMU. I1o
a10i1 mprurHe SPN CIy>KUT OCHOBHBIM (paKTOPOM BU-
PYJIEHTHOCTHU IS S. pyogenes. J1JIs IaTOT€HOB >KUBOT-
HBIX 3TOT (peHOMEH MMeeT OOJIbIIIoe 3HAaYeHUE, ITO-
CKOJIBKY MOXKET ObITh MCIOJIb30BaH B Ka4eCTBE MUILIE-
HU I ACUCTBUSI HOBBIX ITPOTUBOMHMEKIIMOHHBIX
nperapatoB. JIjist pUTOIIAaTOreHOB TaKue MCCIIeI0Ba-
HUSI TT0Ka MaJIOYMCIEHHBI, OMHAKO CYIIEeCTBYIOT TaH-
HBIE O TOM, YTO KYyJIbTypaabHasI XXUIKOCTb BUPYJICHT-
Horo mtamma Clavibacter michiganensis ssp. sepedoni-
cus, BO30OYIUTENsT KOJIbLEBOW THUIM KapToders,
MHQUILTpOBAHHAS B JINCThsI TabaKa, BbhI3bIBajia pe-
akuuio CBY. Ha ocHoOBaHMM 3TOTO OBLJIO BHICKA3aHO
MIPEAIOI0KEeHIE, YTO TaHHBIN I'PaMITOIOXUTEIbHBIA
¢uTONAaTOreH CEKPETUPYET CIIELIM(PUIECKNE TePMO-
CTaOMJIbLHBIE OeNKM, OJIM3KME Mo (PYHKIIUSIM K Xap-
mHaMm [69, 70].

Hecmotps Ha To, 4TO MHMUILIMPOBAHWE CUMOUO-
THYECKUMM a30ThHUKcaTopaMM HaIIpaBJIeHO Ha yCcTa-
HOBJICHUE B3aMMOBBITOTHBIX OTHOIIIEHUI C pacTeHN-
sIMW, HA paHHUX 3Talax 3TU OaKTepUU ITOJABISIOT
Takxke purouMmyHuTteT [71]. B aToM npouecce SS3T
MUKPOCUMOMOHTOB, B YaCTHOCTU Rhizobium [52, 72]
u Bradyrhizobium [73], urpaloT CylIeCTBEHHYIO POJIb.
U3BectHo, uyrto ymameHme T3SS mpemorBpaimaeT
TpaHCITOPT 3(PPEKTOPHBIX OCIIKOB B pacTeHME 1 0J10-
KUpYyeT pa3BUTHE cuUMOMo3a. ['eHbl, Koaupylolue
T3SSs y Rhizobium, Ha3bIBaOTCS rhic U TIOApa3aeas-
10Tcs Ha 4 cemeiictBa Rhc-1- Rhc-4 [74]. OnHako B
CUMOMO3€e y9aCTBYET TOJIbKO Rhc-1 [75], a dyHKIUM
OCIKOB IPYTUX CEMEHCTB IOKAa HE YCTAaHOBJICHEI.
Okcnpeccusa T3SS mHaynupyeTcs y3HaBaHMEM pac-
TUTEJbHBIX (DJIABOHOUIOB ITyTeM aKTUBALUU (HaKTO-
pa tpanckpuniuu Ttsl Rhizobium [76]. Ttsl unnumn-
pyeT TpaHckpuniuio reHoB T3SS u addekTopHbIX
OCJIKOB ITyTeM CBSI3BIBAHUS CO CITEIIM(UIHBIMU CIS-
3JeMEeHTAMM, U3BECTHBIMHU Kak ffs - 60KcCHI [77]. Ko-
JIMYECTBO M JIOKAJTN3AIUsI TAKUX OOKCOB BapbUPYET y
pa3Hbix BUn0oB. Hanpumep, y B. japonicum M3BECTHO
52 pa3Iu4YHbBIX /£s-O0KCOB. benaku, cekpeTupyembie
yepes cucteMy T3SS y cuMOnoTHUecKux a3oThuKca-
TOPOB, MOIPA3IEIISIIOT Ha IBe KaTeropuu, oopas3yro-
mme i 1 3 dexToprl. K 6erkamM, ygacTByonmm
B (popMupoBaHuM TmmiIeii, oTHOCIT NopA, NopB n
NopX, KoTopble IIPOHUKAIOT Yepe3 KJIECTOYHYIO CTSH-
Ky U IJla3MaTU4YeCcKyro MeMOpaHy pacteHus [51, 71].
Crenyet oTMeTuTb, 4To 3hdekTopnl T3SS Rhizobium
MOTYT BJIMSATb KaK IMO3WTUBHO, YCWINBAsT HOMYJISI-
110, TaK ¥ HETAaTUBHO, MHTUOMPYS 3TOT Tpoirecc. Y
Bradyrhizobium sp. meTogamu in silico ObLI10 BBISIBIIE-
HO 14 acpdekTopoB T3SS u mokazaHo, YTO y UEThIPEX
BUIOB pacTeHuit (Arachis hypogea, Vigna radiata, Cro-
talaria juncea n Macroptilium atropurpureum) 31 3¢-
(heKTOPHI TTO3UTUBHO BIVSIIM Ha HOIYJISILINIO, CITO-
COOCTBYSI YBEJIMUYCHUIO KOJIMYIECTBA KIIYOCHBKOB, a Y
onHoro Buna (Stylosanthes hamata) Bo3neiicTBOBaIN
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HETaTMBHO, YMEHBIIIasl KOJIMYECTBO KIIYOCHBKOB W
YPOBEHb a30T(UKCAIINM, OTHAKO Ha YeThIpe BUIA
(Aeschynomene afraspera, Indigofera tinctoria, Desmo-
dium tortuosum n A. americana) 3™ 3PdeKTOPHI HE
OKasbIBaJik Bo3AeicTBUS [73]. AHaOrnuHbIi 3hdheKT
OBLI ITOKa3aH IIpU MHOKYISIUMU Sinorhizobium fredii
BurHHI (Vigna unguiculata). Takum obpazom, ITOCaea-
ctBUs OT neiicTBus apdekropoB T3SS Bo MHOTOM 3a-
BHUCSIT OT TOTO, KaKOi BUJ 0000OBOro pacTeHMs yJacT-
ByeT B cuMbuo3se [78, 79].

Ponb apdekTopHBIX 6€JIKOB p3001ii BO MHOTOM
CX0Xa ¢ UX poJiblo y huTornatoreHoB. Tak, Ha MpruMe-
pe “He azotdukcupylomero” pacrenus Nicotiana ta-
bacum moxkaszaHo, 4To 3hdekTopHbIiA O6e10K NopL
MOXeET (ochOpMINPOBATHCS PACTUTEILHBIMU KUHA-
3amu [80] u BAMATH Ha Tiepenady CUTHAJIOB OT MUTO-
reH-aktuBupyemoii mporemHknHasbsl (MAPK). I[1pu
aToM NopL crmocob6eH momaBiIsATh pa3BUTHE KIIETOU-
HOM CMEpPTU, MHAYLMPOBAHHOI CBEpPXAKCIpECCUEil
MAP-curHanunra [81]. M3BectHO, uTO MAP-K1Ha-
3bl YYaCTBYIOT B y3HaBaHMU MTaTOI€HOB Ha paHHUX CTa-
IUSIX TIaTOreHe3a U CBsI3aHbl ¢ akTuBalueil R-reHoB
[82]. DddexTopHEIii 6e10K Nopl' 00jIagaeT aKTUBHO-
CThIO LIMCTEMHOBOI TIpoTtea3bl. Ilpeamnonaraercs, 4To
OH MOXET WHAYLMPOBaThb LIEJEBON aBTOMPOTEOIU3
KJIeTOUYHBIX MeMOpaH [83]. HekoTopkie ahdekTopHBIC
0OeIK1 MaHHOW CHUCTEMBI OCYIIECTBIISIOT crienudpuye-
CKYIO Peryjsiidi CUMMOUOTUYECKON a30TduKcaluu.
Tak, Nop M o6nanaer E3 yOMKBUTUHIUTa3HOM aKTUB-
HOCTbIO, KOTOpasi HeoOxomuma Tipy (popMUpOBaHUU
KJIyOeHbKOB, MOTOMY YTO MOTEPsl 3TOH aKTUBHOCTH
MMpUBOANIA K HECITOCOOHOCTU pacTeHU (popMUpO-
BaTh ux [84]. ¥V B. elkanii a3ddexropHbie 6enku SS3T
B3aMMOICUCTBYIOT ¢ reHamMu cou ENOD40 n NIN, ort-
BevarolMMu 3a y3HaBaHue Nod-dakTopoB (JUmomno-
JmcaxapunoB pusoouit). [Tpu atom mytanT Bradyrhizo-
bium, neduuuTHbIM 110 SS3T, He OBLI CITOCOOSH MHIY-
LIMPOBaTh pa3BUTUE KIIyOeHbKOB. TakrM 00pa3oM, Kak
y (puTONAaTOreHOB, TaK U Y MYTyaJIMCTOB OOJIbIINH-
cTBO 3(ddekTopoB SS3T HampaBieHO Ha ITOAABIIC-
Hue MAMP u ETI (adpdekrop-3anycKkaeMoro) Tu-
OB UMMYHUTETA pacTeHuil [85, 86].

Cucrema cexpenyn 4 tuna (SS4T). Cucrema SS4T
Ha OCHOBAHMU IEPBUYHBLIX (PYHKIIMIA MOXET OBITh
paszgenieHa Ha Tpu noarurna: a — JIHK kKoHbroranusi,
6 — JJHK mornomenne/ocBo0OXAEHNE U B — TPaHC-
Jokauust oenkoB. T4SS mMeeT BBIpaKeHHOE CXOII-
CTBO C anmapaToM KOHBIOTAIINY psiaa IIa3MuI 1, BEpO-
SITHO, Tipou3ol1ilia oT Hero [2]. [To HeKoTopbIM JTaHHBIM
OTHEJIbHBIE KOMIIOHEHTBI 3TOM CUCTEMbI, HaIllpuMep,
MU U (pr1aresuibl, UTparoT CYyILIECTBEHHYIO POJib B IO~
JIBVDKHOCTH, aAre3uu 0akTepuii K TBEPIbIM IIOBEPXHO-
cTIM 1 (popMUpOBaHNYM OMOTUIEHOK [87, 88]. DTa 3KC-
MOpTHAsI CUCTEMA XapaKTepH3yeTCsT Upe3BbIYAITHO 11~
POKO# creliM(UYHOCTbIO KaK I10 OTHOIIEHHUIO K
cyocTparaMm (KpyITHbIE HYKJICOIPOTEUIHbIE KOMITJIEK-
ChbI, MYJIETUKOMITOHEHTHbBIC OEJIKOBbIE TOKCUHBI 1 MO-
HOMEpHBIe O€JIKM), TaK U 110 OTHOIIEHWIO K MUIIIE-
HSIM CEKpEINU, B KAYeCTBE KOTOPBLIX MOTYT CITYKUTh
OakTepuu, rpudbI, paCTCHUS W KWUBOTHBIC, WHBIMHA
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cJIoBaMM — KJIETKM MpeACTaBUTEIE BCEX AapCTB 3a
MCKJIIOYEHUEM apXeid.

M3BecTHLIMU TIpUMepaMy 0aKTEepHaAIbHBIX I1aTO-
TCHOB XWBOTHBIX, UCITONb3YyIomux T4SS s mposiB-
JIeHUsI BUPYJIEHTHOCTH, SIBJISIIOTCSI Neisseria gonor-
rhoeae L. pneumophila, Brucella suis v Helicobacter py-
lori, XOoTOpBIE HCITONB3YIOT MX MJISI TpaHCJIOKaIUu
3 PEKTOPHBIX OSJIKOB B KJIETKM-X03s1eBa BO BpPEMs
uHdexkuuu [87, 89]. B HacTosiliee BpeMst A. tumefa-
ciens SIBIISIETCSI €IMHCTBECHHBIM M3BECTHBIM (PHUTO-
naroreHom, obnagaomum T4SS s TpaHCIOKALIUT
T-DNA HyKJIEOTPpOTEMHOBOTO KOMITJIEKCA B KIIETKH
pacteHwmit [2].

VirB/DT4SS, ¢ynkuvonupytommas y A. tumefa-
ciens, comepxXuT 12 OeiakoB, 0003HAYEHHBIX KakK
VirB1-VirB12 u VirD4 [90]. Cambie 6oJbllie U3 HUX
SIBJISIFOTCST MEeMOpaHHO-CBSI3aHHBIMU 1 TIpeICTaBiIe-
HBI HecKoJIbKMU KonusiMu. benku VirB6-10 Haiine-
HbI B IIepuUIjia3Me, BHyTPEHHEN 1 BHEILITHe il MeMOpa-
Hax, U GOPMUPYIOT CEKPETOPHBIM KaHal TaK Xe, KaK
X akccecopHbie 0enku. VirB4, VirB11 u VirD4 moka-
JIN30BaHbI BO BHYTPEHHE MeMOpaHe 1 (hyHKIIMOHM-
pyroT Kak AT®a3kl, obecrieunBasi CUCTEMY SHEPTHECHA.
benok VirD4 HeobxomuMm IJis CBSI3BIBAHUS IPYTUX
OeJIKOB TIepes cekpelumeit depe3 KaHaia. Cuurtaercs,
yrto cyoctparHasg JHK unu 6eylok cHavana BCTyHaloT
B KOHTaKT ¢ VirD4, ¢GyHKIIMOHUPYIOIINIT KaK MOJIEKY-
JISIpPHBIM “3aTBOpP” y OCHOBaHWMS amliapaTa CeKpelnu
[91]. 3aTeMm VirD4 nepenocur cyberpar K VirB11, xo-
TOPBIIi HOCTaBJISIET €r0 K KOMIUIEKCY BHYTPEHHUX
MeMOpaHHBIX KaHajioB. HakoHell, cyocTpat mepeHo-
CUTCS yepe3 TepuriazMy K 0eJIKOBOMY KOMILJIEKCY
HapyXHo MmeMOpaHbI. T4SSs comep>KUT BHEKICTOU-
HBIE TN, COCTOSIINE N3 caMoit 6ombimoit (VirB2) n
camoii majieHbkoi (VirB5) cyosenuamil. Touno Hens-
BECTHO, KaKyto ponb mum T4SS murpaior B mporecce
cekperu. CyliecTByeT MHEHHUE, YTO, C OTHOI CTOPO-
HbI TIWJIb MOXET CIYXUTh JIUIIb MPUKPEITUTEIbHBIM
YCTPOMCTBOM, ITO3BOJISIIOIIMM OaKTepUsIM TLIOTHO
KOHTaKTUPOBaTh ¢ KieTKamMu-muineHsmu [90], a ¢
JIPYTOil — IIMJIb MOXET BBIITOJIHSTH POJIb KaHajIa IJIs
TpaHCJIOKALIMM CyOCTpaTa, OCOOCHHO B KIIETKM-MM-
meHu [92].

Takum 06pa3zoM, KOHbIOTAIIMOHHBIE CUCTEMBI MOXK-
HO paccMaTpuBaTh Kak arrapar ceKpeLnu oeaKa, mpu-
CITOCOOJIEHHBIM 17151 9KCITOPTA KOBAJIEHTHO CBS3aHHOM
¢ 6enkom JIHK. ITokazaHo, 4To KOHBIOTalIMOHHEIE CH-
CTEMBI MOTYT TPaHCIIOPTUPOBATh U OEJIKU, HE CBSI3aH-
Hele ¢ JIHK. Tak, Tra anmapart rutaamuasl RP4 cekpe-
Tupyet 6esioK RecA [93], a cuctema niepeHoca T-ITHK
crocobHa cekpetupoBaTh VirE2 (SSB 6enok) u eiie
onuH ¢axkTop BUpyJieHTHOCTH, VirF, y maTorena yesno-
BeKa Yersinia pestis [94].

B otnmuuue ot T3SS undopmanus o ponu T4SS B
cuMOMO03e BechMa MaJiourcieHHa. B pusoousx T4SS
XapaKTepU3yIOTCsI BBICOKOI CTEIIEHbIO TOMOJIOTUU C
cyobenuauiamMmu VirB/VirD4, oOHapyXeHHBIMU B
Agrobacterium. Tpanckpunius T4SS KoHTponupyeT-
Csl IBYXKOMITIOHEHTHBIM peryssitopoM VirA/VirG
Ne 2
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[52]. bBenok VirA saBasieTcst MeMOpaHHO-CBSI3aHHOMN
K1Ha30#, ¢ochopunupyromieir VirG B oTBeT Ha
BHelIHue (aktopsl [95]. A 6enok VirG, KoTophlit
CBSI3bIBaeTCsS C OOKcaMu Vir, aKTUBUPYET TpaH-
CKpUInuuio. Y Rhizobium 3Tu peryasiTopbl UHAYIIU -
pyoorcs (iaaBoHOMmaMM, akKTUBUpylomuMu VirG
[96]. IIpononkas aHanoruo ¢ A. tumefaciens, MOX-
HO OTMETHUTB, YTO Y OOOMX BUIOB OaKTEepUit HAliAeH
B C-KOHIIEBOIi 4YacTyU OAMHAKOBBIA HEOOXOAUMBINA
ISl TPAHCJIOKALlMU MOTUB, 3apsi>)KEHHBIN TTOJIOXU-
TEJILHO U IIPUCYTCTBYIOIINI B 3(P(PEKTOPHBIX OeJIKax
[97]. Ins TpaHcopTa uyepes kaHal 6enok VirD4 B3a-
MMOIEHCTBYET C ATOM IOJOXUTEIBLHO 3aps>KEHHOM
CUTHAaJIbHOH ITOCJIeI0BAaTEIbHOCTBIO, YTO 00eCIIeur-
BaeT OOJBIIYIO CIIeIM(PUIHOCTh B TpaHCHOpPTe OeJI-
KoB [97]. BuacTtHoCcTUN Y Mesorhizobium loti oHa ueH-
TUduuMpoBaHa B 3 deKTopHbIX Oenkax Msi059 u
Msi061, KOoTopble SIBISIIOTCS Y MUKPOCUMOUOHTOB
oenkamm-cyoctpatamMu SS4T, emMHCTBEHHBIMU W3-
BECTHBIMU B Hacrtos1ee BpeMs [96]. Msi059 o6rana-
€T YaCTUYHBIM CXOACTBOM C LIMCTEMHOBOI IeNTHaa-
3011 C48. CeMeICTBO 3TUX MENTHUAA3 CONEPXKUT Oe-
Jok XopD pacturenbHOro maroreHa X. campestris
[98]. Ee MuineHsIMU B pacTeHUSIX SIBISIIOTCS KOHb-
rorupoBaHHbie 0enku SUMO [98], paspyiieHue Ko-
TOPBIX MEIIaeT UM PEryIdpoBaTh 3KCIIPECCUIO CIIe-
HupUUIEeCKUX 3allUTHBIX 0eJKOB. Msi061 nMeer Tak-
e cxoacTtBo ¢ addekropom VirFA. A. fumefaciens,
KOTOpBIN B3aumoneiictByet ¢ Skpl (kKitoueBoii KOM-
MMOHEHT yOuKBUTHHIMTIasbl E3, ocyliecTBisiolei
JIerpagalyio Oejika) pacTeHUsSI-XO3sIuHa IJIST 00JIer-
yeHus1 aerpagannu 3¢pdekTopHbIX 0enkoB VirE2 mn
Vipl, yyacTBYIOLIMX B MTOCJIEIYIOIIEM OCBOOOXICHN M
T-AHK B kietku xo3siuHa [99, 100]. Cneayet oTMe-
TUTh, YTO Y NATOT€HOB XXMBOTHLIX cHelU(pUICCKIE
CUTHaJIbHbIC TOCJIENOBATEIIBHOCTU OoJjiee pa3HO00-
pa3HbI 1 00JIee CI0KHO YCTPOESHBI.

Cucrema cekpemu V tuna(SS5T). OHa Ha3bIBaeT-
Cd TAaKXKe CUCTEMOM aBTOTPAHCITOPTEPOB U NMEPBOHA-
yaJibHO ObUIa omnucaHa y N. gonorrhoeae Tipu 3yde-
ann rponykanu IgAl-tmporeassr [101]. OmHako He-
CKOJIBKO TT033Ke ObLIO MoKa3aHo, yTo SS5T yuacTByeTr
B CEKpELMU 1IEJOro psifa MMEIOLIMX OTHOIIeHHE K
MaTOreHHOCTU U BUPYJIEHTHOCTHU OEJIKOB, B YaCTHO-
ctu aare3uHoB [102]. B aroit cucreme C-KoHIeBast
MOCJIEA0BaTEILHOCTh CEKPETUPYEMOIo Oejlka omnpe-
JIelisieT 3KCIopT N-TepMHHAIBLHOTO AOMEHa uepes
Hapy>XHYI0 MeMOpaHy, 4TO U TTOCIIY>XXKIJIO OCHOBaHU-
eM sl HazBaHus 3Toii cuctembl [103]. boabimH-
CTBO aBTOTPAHCIIOPTEPOB HeceT N-KOHLEBYIO CUT-
HaJIbHYIO MOCJIeI0BaTeIbHOCTb, Pa3pellatolyto BbIXO
B TepUILIA3MAaTUYECKOE MPOCTPAHCTBO C MCITOIb30Ba-
HueM Sec-ImyTh. N-KOHIIEBasi CUTHAJIbHASI TTOC/IEI0Ba~
TEeJIbHOCTh MPUMBIKAET K JOMEHY O, 32 KOTOPBIM
cienyer C-koHueBoit nomeH P [104]. TTocnennuii
nmpeaHa3HaueH sl GOpMUPOBAHUS MTPOHU3bIBAIO-
et MeMOpaHy 6oukoobpa3Hoii (barrel) cTpyKTy-
pbl, CTEHKHM KOTOPOii cocTosdT u3 10— 14 meTenb no-
JTUTIEeNTUIHON 1menu o.-goMeHa. Yepes Takoit “060-
YOHOK” TIepeMelIaeTcss JOMEH O, Ha3bIBacMBbIi
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TakxXe “rmaccaxupckuii nomen”. ITocie BeIxoma Ha
HapyXXHYIO TTOBEPXHOCTh KJIETKM cynbba “racca-
JKMPOB” OKa3bIBAeTCsl Pa3JIMYHONM B 3aBUCUMOCTU
OT TOTO, YTO cekpeTupyercs. J[Ba noMeHa MOTYT
OCTaBaThCSl KOBAJICHTHO WJIM HEKOBAJICHTHO CBSI3aH-
HbIMU, WU K€ O-TOMEH MOXEeT MPOTEOTUTUUYECKU
OTIIETUISATHCSA U (PYHKIIMOHUPOBATHh CAMOCTOSITEIb-
HO y>k€ BO BHEKJIETOUHOM IIpocTpaHCcTBe. OTIernie-
HUE MOXKET MPOUCXOIUTh KaK aBTOKATaJTUTUYECKU,
MOCKOJIbKY Ol- IOMEHBI SIBJISIIOTCSI MpOTea3aMu, Tak
W C y9acTHEM IIpoTea3, JOKaJIM3yeMbIX BO BHEIIHEH
MeMOpaHe. B ToM cirydae, Korma rmaccaxkxupcKuii JoMeH
OCTaeTCsl KOBAJIEHTHO CBSI3aHHBIM C Ol-lIOMEHOM, OH B
OOJIBIIMHCTBE CJIydyaeB WrpaeT pojib aare3vdHa, T.e.
¢akTopa NaToreHHOCTH, 0OECIIEUMBAIOIIIETO TPUKPETI-
JIEHVe K TKaHsIM opraHmsMa-xossuna [103, 105, 106].
Takue OeIKM—aBTOTPAaHCIIOPTEPHI IIPUCYTCTBYIOT VY
IIIMPOKOI0 Kpyra NaToreHoB XMWBOTHBIX: AIDA-I — y
E. coli, Agd43 u YadA — y Y. enterocolitica n Y. pseudo-
tuberculosis cooTBeTCTBEHHO, anre3uH Hia — y H. in-
fluenzae v Prn — y Bordetella pertussis. I[Tomumo yxe
yromuHasleiics IgAl-niporeassl N. gonorrheae u
N. meningitidis, moka3zaHo y4acTHe B ITaTOTeHe3e psiaa
CEepUHOBBIX IIpOoTea3 3HTepobakTepuii. OHM maxke
noxyuniau cooctBeHHoe Ha3dBaHue — SPATE (the ser-
ine protease autotransporters of Enterobacteriaceae)
[107]. K HuUM oTHOcsATCS TOKCUH y SepA S. flexneri,
PrtS y KiIMHWMYeCKUX IITaMMOB S. marcescens U TIpo-
Tea3bl-MylIMHAa3bl Pic u SepA y pa3siuyHbIX BUIOB
mure/ul. I3 He OTHOCSIIMXCS K 3HTePOOaKTEpUSIM
IIaTOT€HOB, CIIOCOOHBIX CEKPETUPOBATh IPOTEa3kI 110
MSITOMY ITyTU CeKpEeLr, MOXKXHO Ha3BaTh Haemophi-
lus influenzae (Hap-6enok) [108] u Bordetella pertussis
(nmpoteasza SphB1) [109]. beankamu—aytoTpaHcmiop-
TepaMM Takxke SIBJSTIOTCS acTepasa EstA P. aeruginosa
[110] u Toxcun VacA Helicobacter pylori [111]. Cnemy-
€T OTMETUTD, YTO BCE TU OEJIKM 00Iadat0T JOCTATOU~
HO OOJIBIIMMHY MOJIEKYJISIDHBIMM MacCaMU, IPEBbI-
IIAIOIIME MAcChl OEJIKOB, CEKPETUPYEMbIX Uepe3 CU-
crembl | u II tTumos. B mociaenHue roabl 1Mo mepe
MPOJIBUXKEHUSI UCCIAEIOBAaHUI TIOJydeHbl HOBBIE
YTOYHSIIOIINE TaHHBIC 0 KOMITOHEHTAaX 3TOM CUCTEMBI
U, B COOTBETCTBUU C 3TUM, BBIACICHBI CJIEIYIOIINE €€
MMOABUIBI.

Va cekperopnas cuctema. CekpeTupyeMbie OeJK1
00JIamafoT BCeMM HEOOXOTMMBIMU TIpM3HAKAMU aB-
TOTPAHCITOPTEPOB, OMMCAHHBIX BEHIIIE, a aBTOTPaHC-
noptHasg cyopeaqnHnna B C-KOHIEBOI 00J1aCTH BBI-
TTOJTHSIET POJIb XeJrepa, HeOOXOMMMOTo ISl ceKpe-
MM Yepe3 HapyXHylo MeMOpaHy. Takum obpas3om,
6e10K—3(DdeKTOp HAUMHAET CEKPETUPOBATHCS B BU-
Ile TIpeAIIeCTBeHHUKA, U B TIpOliecce TPAHCIIOPTa CO-
3peBaeT. Hampmmep, TIpeninecTBEHHUK IIpOTea3bl
IgAl TOHOKOKKOB HMMEET MOJICKYISIPHYIO Maccy
169 x/1a, a 3penasg nporeasa — 106 xJla [112]. I1pu-
MepaMU CEKPETUPYEMbIX TAKUM MyTeM (haKTOPOB Ma-
TOTEHHOCTU SIBJISIOTCS UMTOAM3UH ShlA S. marc-
escens (coorBeTcTByIOIUiT eMy TpsB HazBan ShiB),
muronu3uH EthA E. tarda (TpsB — EthB), anre3unsr
HMWI u HMW?2 H. influenzae (TpsB — HMWI1B u
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HMW?2B cootBeTcTBeHHO), anre3uHbl LspAl u LspA2
H. Ducreyi (TpsB — LspB1 u LspB2 cooTBecTBeHHO)
u duraMeHTHbIN remarrmoTuHudH FHA B. pertussis
(TpsB — FhaC) [106]. Bce st 6enku 061amatoT 601b-
VMU MOJICKYJIIPHBIMI MacCaMM 1 COCTOSIT U3 HE Me-
Hee yeM 3000 aMMHOKMCIIOTHBIX OCTaTKOB. Hanbonb-
NI U3 CEKPETUPYEMBIX TaKMM ImyTeM OeskoB PAO1
ObLT OOHAPY2KEH IIPpU IIPOTEOMHOM aHau3e P, aerugino-
sa, ero MOJIEKYJISIpHasi Macca coctasisiia 361594 Jla, a
KOJINYECTBO aMUHOKMCIOTHBIX OCTaTKOB — 5627 [113].

Tun Vb cucrembl. Ha miepBbIii B3rJIsio TUIl Vb-cu-
CTeMBI ITog00eH Va-cucTteMe, IMOCKOIbKY OHa COIep-
XUT MacCaXMPCKUM OOMEH M TpPaHCIOKALIMOHHBIMA
JIOMEH, KOTOpPbIE MMPEACTaBICHbBI IBYMS OTIECIbHBIMU
OEJIKOBBIMU LICTISIMU, HO DKCITPECCUPYIOTCS U3 OTHO-
ro orepoHa. DTOT TUIl Ha3bIBaeTCS TaKXKe NBYIapT-
Hepckoit cuctemoii (Tps) [106]. TpaHcioLupyeMbIit
6es1oK 0003HaueH Kak TpsB 6e10k, a TpaHCIopTUpYe-
MbIe OeJIKM (COOTBETCTBYIOIIME ITACCAXKMPCKOMY 10-
MEHY TuIa Va—aBTOTPaHCIIOPTEPOB) — Kak TpsA Oe-
ku. Cienyet OTMETUTD, UyTo 6etoK TpsB, obpaszyroruii
TPaHCJIOKALIMOHHYIO TOPY, COAEPXKUT AOTOTHUTEb-
HbIe IepUILIa3MaTUIECKIE JOMEHbBI, He IIPEACTaBICH-
HbIe B KJIACCUYECKUX aBTOTPAaHCIOPTEPaXx.

Tun Vc cuctema. DTa cuctema siBjIsieTcsl Hauobosee
CJIOXKHOI U TpeNCTaBJIsIeT COO0UM TpUMEpP, KOTOPbIA
(GYHKIIMOHMPYET B OCHOBHOM KaK OaKTepuaibHEIC
aare3uHbl. DTO MO3BOJIMIIO JAaTh UM aJIbTepHATUBHOE
Ha3BaHME TPUMEPHBIC aBTOTPAHCIOPTHBIEC aAre3UHBI
(TAA) [114]. ITaccaxupckue TOMEeHBI VC BeCbMa pa3-
HOOOpa3HbI, TOrJa KakK UX TPaHCIOKAIIMOHHBIN J10-
MEH BBICOKO KOHCEpPBAaTMBEH. VC-CcUCTEMa SIBJISIETCS
€IMHCTBEHHOI U3 pa3HOBUAHOCTEI cuCcTeM V-THUIIA,
Y KOTOpOI TpaHCJOKAaLMOHHAsI Mopa IIpeAcTaBlieHa
OJINTOMEPOM.

Tun Vd cucreMbl. DTOT THIT OBIJT OITMCAH HEJABHO
U B JeTajIsIX U3Y4YeH TOJBbKO Ha HECKOJbKUX IPUMe-
pax [115]. CyiiecTByeT MHEHHME, YTO OHU OTHOCSITCS K
naTaTUH-NOA00HBIM Oenkam u3 P. aeruginosa, 060-
3HayeHHbIe KaK PlpD. Mx “maccaxxupckuii” momMeH
o0JlagaeT JUTOJIUTUYECKON aKTUBHOCTBIO U pas3py-
IIaeTCs aBTOKATAJIMTUYECKHU TTOCTIC 3aBEPIICHUS aB-
torpaHcniopta [115]. OcHOBHasi CTpyKTypa TaKuX
0eJIKOB CXOAHA CO CTPYKTYpPOil 0e1KOB Va-CUCTEMHI,
comepxkanux C-KOHIEBOI TPaHCIOKAIMOHHEBIN J10-
MeH 1 N-KOHIIeBOM “naccaxupckuii” qoMeH. OnHa-
KO B OTJIMYME OT KJIACCUUECKNX aBTOTPAHCITOPTEPOB
3TU IOMEHBI B3aMMOJICMCTBYIOT Yepe3 JOTIOTHUTEITb-
HbIM TMEepUILIa3MaTUYECKUA TOMEH, TOMOJOTUYHBIN
Vb TpaHCJIOKALIMOHHOII Iope.

Tun Ve cucremsl. /[pyroe Ha3BaHME CUCTEMBI OOpaT-
HBIII aBTOTpaHCHOPTEP, MOCKOIBKY OH MMEeT oOpaT-
HBII TTOPSIIOK JOMEHOB, ero C-KOHIIeBasl 4aCTh BKJTIO-
yaeT B ce0s1 “raccaxkupckuii” momeH, a N-KOHIIeBasi
YacTh 00pa3yeT TpaHCIOKalOHHYIO TTopy [115]. beiaok
UHTUMUH U3 E. coli i nHBa3uH U3 Yersinia spp. SABISIIOT-
csl aIre3MHaMU C BHEKJIETOYHBIM Ig moMeHOM, 3aKpemn-
JIEHHBIM B OaKTepuajbHOU BHEIIHE MeMOpaHe [116].
MHTUMUH OCYIIECTBISIET TECHYIO CBSI3b ITAaTOT€HHOM
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KMIIIEYHOM IMAJIOYKHU C KJIETKAaMM XO3SIMHA, YTO IIPHUBO-
IUT K GOPMHUPOBAHUIO OCHOBaHMS. 7151 3TOTO BTOpOIA
6enok (Tir) cekpeTrupyeTcst B KJIETKY-X03siMHa U BCTpa-
WBaeTcsl B €€ IUIa3MaTUYEeCKyl0 MeMOpaHy W3HYTPH.
Cekpenust 1 nabekus Tir ormocpenyercst CUCTEMOI
cekpeuuu 3 tuma. 3atem Tir geiicTByeT KakK CIICLIM-
¢uyeckunii pelenTop IJIsl CBS3BIBAIOILIETO IOMEHa
MHTUMWHA B KJIETOYHON MeMmOpaHe xo3smHa [117].
MHBa3uH HaMpsIMylo CBsI3bIBaeTcCs ¢ bl-uHTerpuHa-
MU, KOTOPbIE PACTIONIOKEHBI HA TOBEPXHOCTH KJIETKU
xo3sguHa. Ha Yersinia spp mokaszaHo, 4To “macca-
XKUPCKUi1” OJOMEH sIBIseTcs TUlmaHou Ig-mpote-
a30il 1 JIEKTUHO-TIOAOOHBIM AOMEHOM, KOTOPHIi
He oOHapyXeH B IpYyrux noaBuaax V Tuma cexpe-
1111, HO KOTOPBIN IIMPOKO paclpoCTPaHEH B ajre-
3WHAaX U3 I'PaMITOJIOXUTEeAbHEIX OakTepuii [118]. B
N-KOHLIEBOII YacTW MOJUIICOTUIHOM IIENU MpU-
CYTCTBYET MaJIeHbKUI ITepUILIa3MaTUICCKIIT TOMEH,
HO OH HE TOMOJIOTMYEH IIepUILIa3MaTUIECKOMY JIOME-
Hy 13 Vb- 1 Vd-cucreM 1 B HEKOTOPBIX CITyJastX Colep-
SKUT TIENITUAOTTIMKAH-CBSI3bIBAIOIIUI MOTUB [118].

B HacTosiiee BpemMsi He YCTAHOBJICEHO Y4YacTHE
T5SS B BUpy/IeHTHOCTH (DUTOITATOT€HOB 1 MUKPOCHM-
OMOHTOB, XOTSI UMEETCSI HECKOJIBKO IIPUMEPOB, OITMCHI-
BaIOIIMX IpearonaracMble anre3unsl. Y D. dadantii 6e-
JIOK, cocTtosuunii n3 6omee 3800 aMUHOKMCIOTHBIX
OCTaTKOB W TOMOJIOTMYHBINA T5bSS, HeobxomuMm s
OakTepHaJIbHOM aAre3My K ITOBEPXHOCTH JIMCTHEB,
arperauyy 0akTepuil 1 CTUMYJISILIMU THOSTIN KJIIETOK
X03g9MHa [2]. DTOT aAre3mH TakKKe COICPKUT KaTaJI1-
TUYECKUIT ocTaTOK B C-KOHIIEBOI YacTU MOJMIIEH-
TUAHOW LIETIM U TOMOJIOTUYEH LIUTOTOKCUYECKOMN pU-
OGOHYKJIea3e, KOTopasi SIBJIsIETC LiejeBoit mig 16S pu-
o6ocomanbHoit PHK 0Oakrtepuii. D10 Ipedrionaraet
€ro IOTEHILMAIBLHYIO POJIb B KOHTAKTHO-3aBUCHUMOM
TopMoxeHuu pocta [119]. benku-kanmumater T5bSS,
cocrosiue u3 6ojsee yeM 3000 aMHMHOKMCIOTHBIX
OCTaTKOB, OBLJIM OOHApY:XEeHBI B Xanthomonas axono-
podis u Xylella fastidiosa. Takue cybcTpaThl Takxke
yyacTByloT B aare3um [120, 121]. Ilpennonaraercs,
yro XatA T5aSS X. fastidiosa mpencraBnsieT coOoit
OOJIBIIION MOBEPXHOCTHHIN Oenok [122]. Ero pons B
aare3uu IMOATBEPXKAACTCS TeM, YTO AePUIIUTHBIN My-
TaHT XatA He oOecrieyuBajl YCIICIIHYIO arperaiuio
OakTepuii aToro Buaa. JlaHHsie in silico Takxxe ooHa-
pyxunu 6esiku, cBsazaHHble ¢ TSSS y E. chrysanthemi
u D. dadantii. Ha ocHoBe C-KOHLIEBBIX ITOCJIEIOBA-
TEIbHOCTEM, TOMOJIOTMYHBIX OejKaM, TOKCHUYHBIM
JUIST 6aKkTepuii, 3TH npeanoaaraemeie T5SSs cydbeTpa-
ThI ObLIM OTHECEHBI K OeKaM, MOoAaBJIsSIOIIMM KOH-
Kypupylolye 0akTepuu, HO He y4acTBYIOLIUE B BU-
pyJeHTHocTH [123].

Cucrema cekpennn 6 tTuna (T6SS). Dra cucrema
OblIa oImMcaHa OTHOCHUTEJIbHO HemaBHO. B Hauvase
2000 romoB npM aHaIN3e CUKBEHCOB OCTPOBKOB IIa-
TOTEHHOCTU OaKTepHabHbIX BO30OyaUTENIe Oone3Hei
KMBOTHBIX M pacTeHUiT ObLTO 3a(pMKCUPOBAHO KOHCEP-
BaTUBHOE CEMEIICTBO T'eHOB, (PYHKIIMKM KOTOPBIX HA TOT
MOMEHT ObUIM He sgcHbl [124]. Ho kx 2006 r. ymanoch
YCTaHOBUTh, YTO MPOAYKTHI 3THX I'€HOB (hOPMUPYIOT
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CHeVAIM3MPOBAHHYIO CEKPETOPHYIO CUCTEMY, (DYHK-
OMOHAaJIBbHO cxonHyIo ¢ cuctemamu 111 u IV tumos, xo-
Topasi o0ecIeuynBaeT JOCTABKYy CEKPETUPYEeMOro Oeka
HEIOCPEACTBEHHO B LIMTOIUIA3MYy XO3SIMCKUX KJIETOK
[125, 126].

B ocHOBHOM 3Ta cucTtema npeacTaBieHa B KJIeTKaxX
npencraButeneii Proteobacteria, B 4yactHoctu Vibrio
cholerae, Edwardsiella tarda, P. aeruginosa, Francisella
tularensis n Burkholderia mallei, cxomHble TPYIIIEL Te-
HOB OOHApYXEeHbI Y (PUTOIIATOTeHOB, MUKPOCUMONOH-
TOB U IIOYBEHHBIX OakTepuili Agrobacterium tumefa-
ciens, Dickeya dadanti, R. leguminosarum, Pectobacte-
rium atroseptium, Ralstonia solanacearum, P. syringae,
P. fluorescens u P. protegens [127]. IlpeamnonaraooT, 4To
y HermaToreHHbIX 6akTepuii T6SS MoxkeT yuacTBOBATh
B oOpa3oBaHMM OMOIUICHOK, a ITaTOreHbl MOTJIM I10-
JIYYUTh T€HBI, KOOUPYIOIINE 3Ty CUCTEMY, B Pe3yib-
TaTe TOpU3OHTaNbHOTO MepeHoca [128]. KoanyecTBo
reHoB, Bxoagmux B T6SS-knacrepnl, KojebJIeTcss OT
15 mo 25, 1 moka ele He BCce MPOIYKTHI 3TUX I'eHOB
OXapaKTepM30BaHbl CTPYKTYPHO M (PYHKIIMOHAIb-
HO. B CcTpyKTypHyI0O 4acThb 3TOM CHUCTEMBI BXOIST
oenku Hcp (hemolysin coregulated protein) [129] u
VegrG (valine—glycine repeat protein G) [130], onu-
CaHHBbIE 11 MaToreHHoro mramma E. coli. 'omono-
' 3TUX OCJIKOB MJIM KOOMPYIOIIUE UX T€HBI Y IPYTUX
BUIOB 0aKTEpUii MOTYT UMETh Ipyrue 0003HAYCHUSI,
HO MX HAINYKME CIUTACTCSI KpUTEepUeM IIPUCYTCTBUS Y
IaHHbIX 6akTepuii cuctembl T6SS [131].

Bbu10 yCTaHOBJICHO, YTO BBIIEICHHBIN Y OUUIICH-
HBIH 6e10K Hep crmtoco6eH 06pa3oBhIBaTh KOTBIIEBBIE
OJIUTOMEPHI U3 IIIECTH MOJIEKYH, KOTOPBIE 3aTeM 00b-
eIUHSIIOTCS B TPYOOUKM C BHYTPEHHUM AUaMETPOM
40 A u anuHoii oxosno 100 um [125]. Benok VerG
UMeEeT SIPKO BBIPAXKEHHOE CTPYKTYpPHOE CXOICTBO C
o6enkamu 6akTeprodara T4, Koropble pOpMUPYIOT TaK
HazbBaemyio “umriy” (the needle complex) Ha KOHIIe
XBOCTOBOTO OTpocTKa. C TTOMOIIIBIO 3TOTO KOMITIeKca
OaxkTepuodar rmpoKaabIBaeT MEMOpPaHy Y BBOIUT CBOIO
JHK B iuToruiazmy 6akrepuaibHOI KJIeTKU. B 6enkax
Gp27 u Gp5, obpasylonux “uriy” dakrepuodara, B
C-KOHIIEBOM JIOMEHE MMEIOTCSI XapaKTepHbIe (-CIy-
paylbHBIE YJaCTKM, OT KOTOPBIX 3aBUCUT CITOCOOHOCTH
OEJIKOB TIPOXOIUTH Yepe3 MeMOpaHy. MIMeHHO Takme
yJ9acTKM OOHapyXeHHBI B Oesike VgrG m ero aHajorax y
npyrux Oaktepuil. Kak OGakrtepuodar, Tak u 06eokK
VerG 00pa3yloT KOMIUIEKC U3 TPeX MOJIEKYJI (TPUMED),
KOTOpBI cobupaercs B “uriy” [125]. TTocnenosa-
TeJIbHOCTb T6SS Obuta ompeneieHa y MATU pa3sHBIX
BUIOB pusobuit R. leguminosarum, B. japonicum,
M. loti, S. saheli n S. fredii [132, 133], ogHako ee
¢GyHKIIMOHAJIbHAST POJIb ellie He YCTaHOBJICHA.

Cucrema cexkpemmu 7 Tima (T7SS). CymiectBoBa-
HHE 7 CUCTEMBI CEKPEIIMH OBIJIO ITpeAcKa3aHo B KOH-
e 1990 rr. ipu aHaNIM3¢e TTOJTHOM MOCISA0BATEILHOCTU
TeHoMa TUIIOBOIO IlITaMMa BO30yaMTE/sI TyOepKyse3a
Mpycobacterium tuberculosis H37 Rv n nmanee monrsep-
KIEHO B XOJIe 9KCITEPUMEHTAIBHOM PabOThI C IPYTUMU
wtaMmamMu M. tuberculosis v ApyruMu BUIaMU pojia
Mpycobacterium — M. bovis, M. avium n M. marinum
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[134]. B Hacrosee BpeMs (yHKIIMOHMPOBAHNE TaH-
HOI1 CCTeMbI TOKA3HO Y MHOTMX I'PAMIIOJIOKUTEIbHBIX
rnaToreHoB miuekonurtatommx: Corynebacterium diph-
theria, S. aureus, S. agalactiae, Bacillus subtilis, Liste-
ria monocytogenes n Streptomyces coelicolor. DTo nipen-
MoJjiaraeT, 4To CHCTEeMa CeKpelUur Tuma 7 JOJKHA
paccMaTpUBaThCs KaK 00LIasi CEKPETOpHAasl CUCTEMA
IJIsT TPaMITOJIOKUTEIBHBIX OaKTepuil U3 TaKCOHOB
Actinobacteria n Firmicutes [4].

OCOOEHHOCTBIO BCeX MUKOOAKTEPUIA SIBJISIETCS HE-
OOBIYHOE CTPOEHHUE MX KIIETOYHBIX CTeHOK. I1o xumu-
YEeCKOMY COCTaBYy, CTPYKTYpE M apXUTEKType CJIOEB,
PacIIOIOKEHHBIX Hajl IIMTOILIa3MaTUYeCcKoil MeMOpa-
HOI 3TU OaKTEpUU OTHOCSITCSI K T'PaMIIOJIOXUTEIIb-
HBIM, ITOCKOJIBKY Y HUX HNMECTCA l'[pI/IMbIKa}OLLll/Iﬁ K
LMTOIUIa3MaTUYECKOl MeMOpaHe ITeNTUIOTIMKAHO-
BBIA CJIOM, HO OTCYTCTBYIOT IIepUILIa3MaTHYECKOE
MPOCTPAHCTBO M HApy>KHAsI JIMIIOIIPOTEUHOBAS MEM-
OpaHa, XapaKTepHBbIC IS TPaMOTPUILIATeILHBIX OaKTe-
puii. OgHaKO B OTJIMYKME OT APYTUX TPAMIIOIOXUTENb-
HBIX OaKTepuil y MUKOOAKTEPUIA, OTHOCSIIIIUXCS K OT-
neiry Actinobacteria, B KJIETOYHOI CTEHKE MypPEMHOBBIE
KOMIUIEKCHI YEpPEAYyIOTCsS C KOMIUIEKCAMU U3 apadu-
HoOrajaKTaHa, K KOTOPbIM IIPUCOEINHEHBI MOJIEKYJIbI
MMKOJIOBBIX KHMCJIOT, OOpa3ylollre CJION TOJIIIMHON
8—10 HM [2]. B cBSI3U ¢ 3TUM 3Ty YacTh KJIETOYHOM
000JIOUKHU Ha3bIBAIOT MUKOMeMOpaHoii [ 135].

benku, cexperupyemble T7SS cucremoii, oTau-
YaloTCcs HAJIMYUEM IMOBTOPSIOLIUXCS COUeTaHU M JIM-
00 OCTaTKOB MpPOJMHA U TJIyTAaMUHOBOU KHUCIOTHI
(PE—0eakn), 1100 O1BYX OCTaTKOB IIPOJIMHA U TJIyTa-
MuHoBoit kucyiotel (PPE — 6enku, roe E — ocratok
mIyTaMUHOBOI KuciaoThl) [135]. M3yyeHue reHOMOB
MUKOOaKTEpUii oKaszaao, YTO OHU UMEIOT KJ1acTephbl
TF€HOB, KOTOpble KOAUPYIOT OEKMU, aCCOLIMUPOBaH-
Hble ¢ MeMOpaHoii 1 obJagaroue AT®da3Hoi aKTUB-
HOCTbIO, OOBIYHO YYaCTBYIOIIME B CEKPELIMU Y IPYTUX
6akTepuii. OHu obo3Havarorcss kKak ESX mo cokpa-
IIEHHOM ab0peBUaType MePBOTro U3BECTHOTO TIpeCTa-
BUTeNIST 3TOro Kiacca 6enkoB ESAT-6 (early secreted
antigenic target of 6 kDa ESAT-6 secretion system X).
CooTtBeTcTBYIONINE KiacTepbl TeHoB ESX Moryt mo-
BTOPSITBCSI 0 5 pa3, codyeTasich ¢ TeHaMU Pa3IMYHbIX
6enkoB u3 cemeiictB PE u PPE, nostomy ux Ha3zBaiu
ESX-1-ESX-5 [136]. B 2007 r. GbLTO TIPEIIOXKEHO BCE
STU BapMaHTBI OTHOCUTD K ceKpelu 7 Tumna [137].

CymecTBeHHO, 4TO KomdecTBo ESX-cncrem mo-
CTaTOYHO XOPOIIO KOPPEIMUPYET C ypPOBHEM MATOT€H-
HOCTU MuKoOakTepuii. CamMble MaTOreHHbIE BUIBI
pona Mycobacterium (Tak Ha3bIBacMbIC, MEIJICHHO-
pactywue M. avium, M. bovis, M. marinum, M. tuber-
culosis 1 M. leprae) nmeroT B CBOEM T€HOME BCe MSITh
kimactepoB ESX. BricTpopacTyinye m MeHee maro-
reHHbie M. smegmatis u M. gilvum uMeroT TOJIbKO TPU
TaKUX KjacTepa. bblio 1MoKa3aHo, YTO TOJBKO COBO-
KyTTHOCTb BceX MsITH BapuaHToB ESX-cucrem aenaer
IITaMMbI BBICOKO NMaTOreHHbIMU [137].

MexaHn3M IeiicTBHASI M CTPOSHME CEKPETOPHOTO arl-
rnapara TATIa 7 N3ydeHbl ITOKa HeIOCTaTOYHO, TIPUCYT-
Ne 2
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CUCTEMbI CEKPELIU BAKTEPUAJIbBHBIX ®UTOITATOT'EHOB

CTBUE TMOCJIEAHETO OOHAPYXXEHO TOJbKO Yy MaTOTeHOB
KMBOTHBIX M He OyneT 0ojiee MoapoOHO paccMaTpH-
BaTbCs B JTaHHOM 0030pe. OIHAKO ClienyeT OTMETUTD,
YTO BpelOHOCHBIe duTonatoreHsl Buma Clavibacter
michiganensis, OTHOCSIILIECS] K TPaMIIOJIOXKUTEIbHBIM
OakTepusiM, UMEIOT TOABUIbI, TApa3UTUPYIOIIUE Ha
tomatax (C. michiganensis subsp. michiganensis) 1 Kap-
todene (C. michiganensis subsp. sepedonicus) 1 sIBisI-
I0TCSl OJIM3KUMU polcTBeHHUKamu pona Corynebac-
terium. DTO JaeT OCHOBAHUE HANESIThCS, YTO KOMITO-
HeHTbI S7TT OynyT co BpeMeHeM TakxKe OOHapy>KEeHbI
U Yy JaHHBIX (PUTOTIATOTEHOB.

Cucrema cekpenuu 8 Tuma (S8TT). Dra cucrema
CEeKpelnH, a Takke 9 crcTeMa ObUTH OOHapYKEeHBI B
Hauvane 2000 rr. [138] 1 MMeEIOT BeCcbMa JIOKaJIbHOE
pacnipocTtpaHernre. OHM HaliIeHBI TOJBKO Y HEKOTO-
pPBIX BUIOB MAaTOT€HOB XXWBOTHBIX. [10CKONBKY OHM
MoKa He oOHapyKeHbI y (DUTONATOTeHOB, UX XapaK-
TePUCTUKHU OyIyT OMKCaHbl KpaTKo. bojee monpodbHo
O CTPYKTYPHBIX OCOOEHHOCTSIX CHUCTEMBI 8 MOXHO
HpoYuTaTh B pabotax [139—141].

PaznuyHble 6akTepun CIOCOOHBI TTPOIYLIMPOBAThH
VHUKaJbHBIN KjiacCc (PYHKUMOHAJbHBIX aMWIOUAOB,
HazbIBaeMbIX curl (3aBUTOK), KOTOPbI€ BaXKHBI JJI51 afl-
re3uu, oopazoBaHMsl OUOTIJIEHOK U KOJIOHM3ALIMU M0~
BepxHoOCTell KieTok xo3suHa [141]. Haubonee 110-
IpobHO cTpykTypa curl usydyeHa y E. coli, y xoTopoii
OOHapyKeH — JIUMONPOTEMHOBBI KOMITOHEHT, CsgG,
dopMUpyOIINiA KaHaT CEKpelud B OaKTepUaTbHON
HapyXHOI MeMOpaHe JJIs TPAHCTIOPTUPOBKU €€ CyOb-
enuHull. CTPYKTYpHbBIi aHAJIN3 CyOBEIMHUIBI TaKUX
aMWIOUJIOB MOKAa3aJjl, YTO CEKpeLMsl uepe3 OakTepuaib-
HYIO BHEIIHIOIO MEMOpaHy OCYIIECTBIISIETCS B pa3Bep-
HyTO#1 (hopMme ¢ moMoiiisio CsgG.

Cucrema cekpemnn 9 (T9SS). Dra cucrema ObuIa
oOHapykeHa HaMHOTO I10o3:Xe, 4eM T8SS u TonbKo y
HEKOTOPBIX BUIOB TPAMITOJIOXUTEIBbHBIX OaKTepuii
Bacteroidetes. T9SS urpaet pa3indHbIC POJIU B 3aBUCH-
MOCTHU OT YCJIOBUIA oduTaHusi baktepuii. OHa obecre-
yyBaeT OO THUII TepedBDKeHMsT (TaK Ha3bIBaeéMoOe
CKOJIB3SIIIIEE NBIDKEHNE ) Y CBOOOTHOXKMBYIIIX ITOYBEH-
HBIX U BOAHBIX Oaktepuii (Flavobacterium johnsoniae),
JINOO TIOCTaBIsIET (PAKTOPHI BUPYJIEHTHOCTU TAaTOTe-
HaMm (Porphyromonas gingivalis, BO30yauTeab repuo-
JNIOHTUTA 4esioBeka). Y P. gingivalis ¢ MOMOILbIO 3TOM
CUCTEMBI TPAHCJIOLUUPYIOTCS (paKTOphbl BUPYJIESHTHO-
CTH Yepe3 BHEITHIOI0 MeMOpaHy KireTku [ 142]. benku,
npeaHa3HauYeHHbIE U1 CEKPELMM, HECYT KOHCepBa-
TuBHBIII C-koHueBoil goMmeH (CTD), Kotopblii Ha-
MpaBJisieT 0eJIOK B TPAaHCJIOKOH MeMOpaHsbl. ITo kpaii-
Hell Mepe 18 OeJIKOB y4acTBYIOT B 3TOM BCe €llie 3ara-
JIOYHOM IIpolIecce, IIPU 3TOM HEKOTOPHIC U3 HUX — B
MOCTTPAHCISIIUOHHON MoaudpuKam 6eakoB TISS.
ITocie TpaHcHmoOKalMM Yepe3 BHEIIHIOI MeMOpaHy
CTD ynansiercsa mpotea3oii, obiagaroleii copTa3o-
MOA0OHOI aKTUBHOCTHIO (COpTa3bl — (DEPMEHTHI, KO-
BaJICHTHO IIPUIIMBaIOIINe OSJIKM K KJIETOUHOI CTeH-
K€ MOCJIE TOTO, KaK OHU IPOIAYT BHELIHIOK KJIETOY-
Hyi0O MeMOpaHy). B pesynbraTe O€OK-Tpy3 MOXKET
CEKPEeTUPOBAThCS BO BHEKJIETOUHYIO Cpeay MU KO-
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BaJICHTHO TIPUKPETUISATHCS K TIOBEPXHOCTH OAKTEPHIA.
B Hacrosmee Bpemst u3BectHo, uto T9SS peryaupy-
€TCS1 ABYXKOMITOHEHTHOM CUCTEMOM, OJJHAKO TOUHbIE
O0OCTOSITEJILCTBA ATOrO Mpollecca €llle HE WU3Yy4YeHBHI.
bonee mogpobHbIe CBeAeHUSI 00 3TOI CUCTEME MOX-
HO HaliTu B 0630pe [142].

IMonBoas uTor pacCMOTPEHUIO CUCTEM CEKpPELu
¢$aKkTOpOB BUPYJIEHTHOCTU (PUTONATOT€HOB U MyTya-
JIUCTOB, CJIeyeT OTMETUTD, BO-TIEPBbIX, 3HAYUTEb-
HO MEHBIIIYIO UX U3YYEeHHOCTh 10 CPAaBHEHMIO C CU-
cTeMaMU ITaTOTeHOB XXMBOTHBIX. BO-BTOPBIX, 00pa-
IaeT Ha ceOsl BHMMaHMe TOT (haKT, YTO HauOOIbIIIee
pa3HooOpa3re cyocTpaToB IS CUCTEM CEKPEIIMU CO-
CpeIoTOYEHO Y (PUTOIATOTEHOB U MYTYaJIMUCTOB B CU-
creMax S2TT u S3TT (tabi. 1). BaxxHo Takke oTMe-
TUTh, YTO, HECMOTPSI Ha IPUHLININAJIBbHBIC PA3JININSI
B CIeIIMAJIN3al1, OCHOBBI IIOCTPOEHUS CUCTEM CEK-
peLnH, MOXOXHM KaK y ITaTOT€HOB XWBOTHBIX, TaK U
¢uTONATOreHOB U MYTYaJIMCTOB pacTeHuit (puc. 1).
IIpoGiema nanbHEHIIEro M3y4eHUs] OCOOEHHOCTEM
VK€ UBBECTHBIX CUCTEM, a TaKXKe MOUCK HOBBIX, BepO-
SITHO, JTOJITO€ BpeMsI ellie OyIeT OCTaBaThCsl aKTyallb-
HOI1, IOCKOJIBKY ITOJTyYeHHBIC 3HAHUSI MOTYT ITOMOYb B
MOMCKAX CIOCO00B OOPHOEKI ¢ (PUTOIIaTOreHAMU 1, BO3-
MOXHO, MOBBICUTEH 3(P(OEKTUBHOCTL CUMOMO3a OaKTe-
PUIA C PACTCHUSIMU.
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The review presents the current state of research on the structural and functional features of the secretion sys-
tems of phytopathogens and mutualists, as well as their importance in the suppression of phytoimmunity.
Currently, nine protein secretion systems are isolated from bacteria through cell membranes, which differ sig-
nificantly in the complexity of their functioning. Most of the data on such systems was obtained on animal
pathogens, while phytopathogens, and even more so on the bacterial species, have been devoted to only a few
works that do not give a general idea of their role in the realization of virulence, as well as their similarities
and differences with similar systems in bacterial pathogens animals.

Keywords: secretion systems, phytopathogens, microsymbionts, secretion substrates
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